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PREFACE TO VOLUME II. 


Thk present volume completes iny treatise on Compara- 
tive Embryology. The first eleven chapters deal with the 
developmental history of the Chordata . These are followed 
by three comparative chapters completing the section of the 
work devoted to Systematic Embryology, The remainder 
of the treatise, from Chapter XIV.. onwards, is devoted 
to Organogeny. For the reasons stated in the introduction 
to this part the organogeny of the ChordaW - has been 
treated with much greater fulness than that of the other 
gr ^ps of Metazoa 

My own investigations have covered the ground of the 
present volume much more completely than they did that 
of the first volume ; a not inconsiderable proportion of the 
facts recorded having been directly verified by me. 

The very great labour of completing this volume has 
been much lightened by the assistance I have received from 
my friends and pupils. Had it not been for their co-opera- 
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tion a large number of the disputed points, which I have 
been able to investigate during the preparation of the work, 
must have been left untouched. 

M-j special thanks are due to Mr Sedgwick, who has 
not only devoted a veiy large amount of time and labour to 
correcting the proofs, but has made for me an index of this 
volume, and has assisted me in many other ways. 

Dr Allen Thomson and Professor Kleinenberg of Mes- 
sina have undertaken the ungrateful task of looking through 
my proof-sheets, and have made suggestions which have 
proved most valuable. To Professors Parker, Turner, and 
Bridge, I am also greatly indebted for their suggestions 
■with reference to special chapters of the work. 
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CHAPTER I. 


CEPHALOCHORDA. 

The developmental history of the Chordata has been studied far 
more completely than that of any of the groups so far considered ; 
and the results which have been arrived at are of striking interest 
and importance. Three main subdivisions of this group can be re- 
cognized: (1) the Cephalochorda containing the single genus Am- 
phioxus; (2) the Urochorda or Timicata; and (3) the Vertebrata*. 
The members of the second and probably of the first of these groups 
have undergone degeneration, but at the same time the members 
of the first group especially undergo a less modified development 
than that of other Chordata. 

Cephalochorda. 

Our knowledge of the development of Amphioxus is mainly due 
to Kowalevsky (Nos. i and 2). The ripe eggs appear to be dehisced 
into the branchial or atrial cavity, and to be transported thence 
through the branchial clefts into the pharynx, and so through the 
mouth to the exterior. (Kowalevsky, No. i, and Marshall, No. 5.) 

When laid the egg is about 0105 mm. in diameter. It is in- 
vested by a delicate membrane, and is somewhat opaque owing to the 
presence of yolk granules, which are however uniformly distributed 
through it, and proportionately less numerous than in the ova of most 

1 The term Vertebrata is often used to include the Cephalochorda. It is in many 
ways convenient to restrict its use to the forms which have at any rate some in* 
dications of vertebras ; a restriction which has the further convenience of restoring to 
the term its original limitations. In the first volume of this work the term Craniata 
was used for the forms which 1 now propose to call Vertebrata. 
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FORMATION OF THE LAYERS, 


Chordata. Impregnation is external and the segmentation is nearly 
regular (fig. 1). A small segmentation cavity is visible at the stage 



Fio. 1. The Segmentation of Amphioxus. (Copied from Kowalevsky. ) 

A. Stage with two equal segments. 

B. Stage with four equal segments. 

C. Stage after the four segments have become divided by an equatorial furrow 
into eight equal segments. 

D. Stage in which a single layer of cells encloses a central segmentation cavity. 

E. Somewhat older stage in optical section. 

sg. segmentation cavity. 

with four segments, and increases during the remainder of the seg- 
mentation ; till at the close (fig. 1 E) the embryo consists of a blasto- 
sphere formed of a single layer of cells enclosing a large segmenta- 
tion cavity. One side of the blastosphere next becomes invaginated, 
and during the process the embryo becomes ciliated, and commences 
to rotate. The cells forming the invaginated layer become gradually 
more columnar than the remaining cells, and constitute the hypo- 
blast; and a structural distinction between the epiblast and hypo- 
blast is thus established. In the course of the invagination the 
segmentation cavity becomes gradually obliterated, and the embryo 
first assumes a cup-shaped form with a wide bhistopore, but soon 
becomes elongated, while the communication of the archenteron, or 
cavity of invagination, with the exterior is reduced to a small blasto- 
pore (fig. 2 A), placed at the pole of the long axis which the sub- 
sequent development shews to be the hinder end of the embryo. 
The blastopore is often known in other Chordata as the anus of 
Rusconi. Before the invagination is completed the larva throws off 
the egg-membrane, and commences to lead a free existence. 

Up to this stage the larva, although it has acquired a cylindrical 
elongated form, has only the structure of a simple two-layered gas- 
trula; but the changes which next take place give~ rise on the one 
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hand to the formation of the central nervous system, and on the 
other to the formation of the notochord and mesoblastie somites’. 
The former structure is developed from the epiblast and the two 
latter from the hypoblast. 

The formation of the central nervous system commences with the 
flattening of the dorsal surface of the embryo. The flattened area 
forms a plate (fig. 2 B and fig. 3 A, np)^ extending backwards to the 
blastopore, which has in the meantime passed round to the dorsal 
surface. The sides of the plate become raised as two folds, which 
are most prominent posteriorly, and meet behind the blastopore, but 
shade off* in front. The two folds next unite dorsally, so as to convert 
the previous groove into a canal'* — the neural or medullary canal. 
They tinite first of all over the blastopore, and their line of junction 



Fig. 2. Embryos of Amphioxus. (After Kowalev«ky.) 

The parts in black with white lines are epiblastic ; the shaded parts are bypoblastii;. 

A. Gastrula stage in optical section. 

B. Slightly later stage after the neural plate up has become differentiated, seen as 
a transparent object from the dorsal side. 

C. Lateral view of a slightly older larva in optical section. 

D. Dorsal view of an older larva with the neural canal completely closed except 
for a small pore (wo) in front. 

E. Older larva seen as a transparent object from the side. 

hi, blastopore (which becomes in D the neurenteric canal); ne. neurenteric canal; 
np. neural or medullary plate; 7io, anterior opening of neural canal; c/». notochord; 
.so*, so**, first and second mesoblastie somites. 

extends from this point forwards (fig. 2 C, D, E). There is in this 
way formed a tube on the floor of which the blastopore opens behind, 
and which is itself open in front. Finally the medullary canal is 
formed for the whole length of the embryo. The anterior opening 
persists however for some time. The communication between the 

^ The protovertebrae of most embryologists will be spoken of as me8<^bla8tic somites. 

The details of this process are spoken of below. 

1—2 
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MEDULLARY CANAL, 


neural and alimentary tracts becomes interrupted when the caudal 
fin appears and the anus is formed. The neural canal then 
extends round the end of the notochord to the ventral side, but 
subsequently retreats to the dorsal side and terminates in a slight 
dilatation. 

In the formation of the medullary canal there are two points 
deserving notice — viz. (1) the connection with the blastopore ; (2) the 
relation of the walls of the canal to the adjoining epiblast. With 
reference to the first of these points it is clear that the fact of 
the blastopore opening on the floor of the neural canal causes a 
free communication to exist between the arclienteron or gastrula 
cavity and the neural canal ; and that, so long as the anterior pore 
of the neural canal remains open, the archenteron communicates 
indirectly with the exterior (^nde fig. 2 E). It must not however 
be supposed (as has been done by some embryologists) that the pore 
at the front end of the neural canal represents the blastopore carried 
forwards. It is even proV)abIe that what Kowalevsky describes as 
the carrying of the blastopore to the dorsal side is really the com- 
mencement of the formation of the irenral canal, the walls of which 
are continuous with the lips of the blastopore. This interpretation 
receives support from the fact that at a later stage, when the 
neural and. alimentary canals become separated, the neural canal 
extends round the posterior end of the notochord to the ventral side. 
The embryonic communication between the neural and alimentary 
canals is common to most Chordata; and the tube connecting them 
will be called the neurenteric canal. It is always formed in 
fundamentally the same manner as in Amphioxus. With reference 
to the second point it is to be noted that Amphioxus is exceptional 
amongst the Chordata in the fixet that, before the closure of the neural 
groove, the layer of cells which will form the neural tube becomes com- 
pletely separated from the adjoining epiblast (fig. 3 A), and forms a 
structure which may be spoken of as the medullary plate ; and that 
in the closure of the neural canal the lateral epiblast forms a complete 



Fig. 3. Sections of an Amphioxus embeyo at thhee stages. (After Kowalevsky.) 

A. Section at gastrula stage. 

B. Section of an embryo slightly younger than that represented in fig. 2 D. 

C. Section through the anterior part of an embryo at the stage represented in 
fig, 2 E. 

?ip. neural plate; nc, neural canal; mes, archenteron in A and B, and mesenteron 
in C; ch, notochord; 8o, mesoblastic somite. 
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layer above this plate before the plate itself is folded over into a 
closed canal. This peculiarity will be easily understood from an 
examination of fig. 3 A, B and C. 

The formation of the mesoblastic somites commences, at about 
the same time as that of the neural canal, as a pair of hollow 
outgrowths of the walls of the archenteron. These outgrowths, 
which are shewn in surface view in fig. 2 B and D, so, and in section 
in fig. 3 B and C, so, arise near the front end of the body and gra- 
dually extend backwards as wing-like diverticula of the archenteric 
cavity. As they grow backwards their dorsal part becomes divided by 
transverse constrictions into cubical bodies (fig. 2 D and E), which, with 
the exception of the foremost, soon cease to open into what may now 
be called the mesenteron, and form the mesoblastic somites. Each 
mesoblastic somite, after its separation from the mesenteron, is con- 
stituted of two layers, an inner one — the splanchnic — and an outer 
— the somatic, and a cavity between the two which was originally 
continuous with the cavity of the mesenteron. Eventually the dorsal 
parts of the outgrowths become separated from the ventral, and form 
the muscle-plates, while their cavities atrophy. The cavity of the 
ventral part, which is not divided into separate sections by the above 
described constrictions, remains as the true body cavity. The ventral 
part* of the inner layer of the mesoblastic outgrowths gives rise to the 
muscular and connective tissue layers of the alimentary tract, and the 
dorsal part to a section of the voluntary muscular system. The ventral 
part of the outer layer gives rise to the somatic mesoblast, and the 
dorsal to a section of the voluntary muscular system. The anterior 
mesoblastic somite long retains its communication with the mesenteron, 
and was described by Max Schultze, and also at first by Kowalevsky, 
as a glandular organ. While the mesoblastic somites are becoming 
formed the dorsal wall of the mesenteron develops a median longi- 
tudinal fold (fig. 3 B, ch), which is gradually separated oft' from before 
backwards as a rod (fig. 3 C, c/t), underlying the central nervous 
system. This rod is the notochord. After the separation of thoKse 
parts the remainder Of the hypoblast forms the wall of the mesen- 
teron. 

With the formation of the central nervous system, the mesoblastic 
somites, the notochord, and the alimentary tract the main systems of 
organs are established, and it merely remains briefly to describe the 
general changes of form which accompany the growth of the larva 
into the adult. By the time the larva is but twenty-four hours 
old there are formed about seventeen mesoblastic somites. The 
body, during the period in which these are being formed, remains 
cylindrical, but shortly afterwards it becomes pointed at both ends, 
and the caudal fin appears. The fine cilia covering the larva also 
become replaced by long cilia, one to each cell. The mesenteron is 
still completely closed, but on the right side of the body, at the level 
of the front end of the mesenteron, the hypoblast and epiblast now 
grow together, and a perforation becomes formed through their point 
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of contact, which becomes the mouth. The anus is probably formed 
about the same time if not somewhat earlier ^ 

Of the subsequent changes the two most important are (1) the 
formation of the gill slits or clefts ; (2) the formation of the peri- 
branchial or atrial cavity. 

The formation of the gill slits is, according to Kowalevsky’s description, 
80 peculiar that one is almost tempted to suppose that his observations were 
made on pathological specimens. The following is his account of the pro- 
cess. Shortly after the formation of the mouth there appears on the ventral 
line a coalescence between the epiblast and hypoblast. Here an opening is 
Fonned, and a visceral cleft is thus established, which passes to the left side, 
viz. the side opposite the mouth. A second and apparently a third slit are 
formed in the same way. Tlie stages immediately following were not ob- 
served, but in the next stage twelve slits were present, no longer however 
on the left side, but in the median ventral line. There now appears on the 
dde opposite the mouth, and the same tlierefore as that originally occupied 
by the first throe clefts, a series of fi*esh clefts, which in their growth push 
the original clefts over to the same side as the mouth. Each of the fresh 
defts becomes divided into two, which form the permanent clefts of their 
dde. 

The gill slits at first open freely to the exterior, but during their 
'ormation two lateral folds of the body wall, containing a prolongation 
>f the body cavity, make their appearance (fig. 4 A), and grow down- 
wards over the gill clefts, and finally meet and coalesce along the 



Fig. 4. Sections through two advanced embryos of Amphioxus to shew the 

rORMATION OF THE PERI BRANCHIAL CAVITY. (After Kowalcvsky.) 

In A are seen two folds of the body wall with a prolongation of the body cavity, 
n B the two folds have coalesced ventrally, forming a cavity into which a branchial 
left is seen to open. 

mes. mesenteron; hr.c. branchial cavity; /jp. body cavity. 

entral line, leaving a widish cavity between themselves and the body 
^all. Into this cavity, which is lined by epiblast, the gill clefts open 
fig. 4 B, br,c). This cavity — which forms a true peribranchial cavity — 
? completely closed in front, but owing to the folds not uniting 
ompletely behind it remains in communication with the exterior by 
n opening known as the atrial or abdominal pore. 

' The lateral position of the mouth in the embryo Amphioxus has been regarded as 
roving that the mouth represents a branchial cleft, but the general asymmetry of the 
rgans is such that no great stress can, I think, be laid on the position of the mouth. 
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The vascular system of Amphioxus appears at about the same 
time as the first visceral clefts. 
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In the Solitaria, except Cynthia, the eggs are generally laid, and 
impregnation is effected sometimes before and sometimes after the 
eggs have left the atrial cavity. In Cynthia and most Caduci- 
chordata development takes place within the body of the parent, 
and in the Salpidm a vascular connection is established between the 
parent and the single foetus, forming a structure physiologically com- 
parable with the Mammalian placenta. 

Solitaria. The development of the Solitary Ascidians has been 
more fully studied than that of the other groups, and appears moreover 
to be the least modified. It has been to a great extent elucidated 
by the splendid researches of Kowalevsky (Nos. i8 and 20), whose 
statements have been in the main followed in the account below. 
Their truth seems to me to be established, in spite of the scepticism 
they have met with in some quarters, by the closeness of their cor- 
respondence with the developmental phenomena in Amphioxus. 

The type most fully investigated by Kowalevsky is Ascidia 
(Phallusia) mammillata; and the following description must be 
taken as more especially applying to this type. 

The segmentation is complete and regular. A small segmentation 
cavity appears fairly early, and is surrounded, according to Kowalevsky, 
by a single layer of cells, though on this point Kupffer (No. 27) and 
Giard (No. ii) are at variance with him. 


^ The following classification of the Urocliorda is adopted in the present chapter. 

h Gadadchordata. 


II 


A. SlMPLlClA 

B. CoMPOSITA 

C. CONBERTA 

Perennichordata. 


i Solitaria ex, Ascidia. 

\ Bocialia ex. Clavellina, 

{ Sedentaria ex. Botryllm 
(Natantia ex. Pyrosoma. 
JSalpid». 

IDoliolidae. 


Ex. Appendicular ia. 
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The segmentation is followed by an invagination of nearly the 
same character as in Amphioxus. The blastosphere resulting from 
the segmentation first becomes flattened on one side, and the cells 
on the flatter side become more columnar (fig. 8 i.). Very shortly 
a cup-shaped form is assumed, the concavity of which is lined by 
the more columnar cells. The mouth of the cup or blastopore next 
becomes narrowed; while at the same time 'the embryo becomes 
oval. The blastopore is situated not quite at a pole of the oval but 
in a position which subsequent development shews to he on the 


dorsal side close to the posterior end 
of the embryo. The long axis of the 
oval corresponds with the long axis 
of the embryo. At this stage the 
embryo consists of two layers ; a 
columnar hypoblast lining the central 
cavity or archenteron, and a thinner 
epiblastic layer. The dorsal side of 
the embryo next becomes flattened 
(fig. 8 II.), and the epiblast covering 
it is shortly afterwards marked by 
an axial groove continued forwards 



from the blastopore to near the front bryo of Phallusia mammillata. 

(After Kowalevsky.) 

The embryo is sliglitly younger 
than that represented in fig. 8 in. 
mg. medullary groove; al. ali- 
— the medullary or neural canal — mentary tract. 


end of the body (fig. 5, mg). This is 
the medullary groove, and it soon 
becomes converted into a closed canal 


below the external skin (fig. 6, n.c). 

The closure is effected by the folds on each side of the furrow 
meeting and coalescing dorsally. The original medullary folds fall 
into one another behind the blastopore, so that the blastopore is 
situated on the floor of the groove, and, on the conversion of the 
groove into a canal, the blastopore connects the canal with the 


archenteric cavity, and forms a short 


neurenteric canal. The closure of the 
medullary canal commences at the blas- 
topore and is thence continued forwards, 
the anterior end of the canal remaining 
open. The above processes are repre- 
sented in longitudinal section in fig. 
8 III, n. When the neural canal is 
completed for its whole length, it still 
communicates by a terminal pore with 
the exterior. In the relation of the 





Fig. 6. Transverse optical 

SECTION OP THE TAIL OP AN EM- 
BRYO OF Phallusia mammillata. 


medullary canal to the blastopore, as (After Kowalevsky.) 


well as in the closure of the medullary 
groove from behind forwards, the Soli- 
tary Ascidians agree closely with Am- 
phioxus. 


The section is from an embryo 
of the same age as fig. 8 iv. 

ch. notochord; n.e. neural 
canal ; me. meeoblast ; al. hypo- 
blast of tail. 
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NOTOCHORD 


The cells of the dorsal wall oi trie archenteron immediately 
adjoining the front and sides of the blastopore have in the mean- 
time assumed a somewhat different character from the remaining 
cells of the archenteron, and give rise to a body which, when 
viewed from the dorsal surface, has somewhat the form of a 
horseshoe. This body was first observed by Metschnikoff. On the 
elongation of the embryo and the narrowing of the blastopore the 
cells forming this body arrange themselves as a broad linear cord, 
two cells wide, underlying about the posterior half of the neural 
canal (fig. 7, ch). They form the rudiment of the notochord, which, 
as in Amphioxus, is derived from the dorsal wall of the archenteron. 
They are seen in longitudinal section in fig. 8 II. and III. ch. 

With the formation of the notochord the body of the embryo 
becomes divided into two distinct regions — a posterior region where 
the notochord is present, and an anterior region into which it is not 
prolonged. These two regions correspond with the tail and the 
trunk of the embryo at a slightly later stage. The section of the 
archenteric cavity in the trunk dilates and constitutes the permanent 
mesenteron (figs. 7, al, and 8 Ifi. and iv. dd). It soon becomes shut off 

from the slit-like posterior part of the 
archenteron. The nervous system in this 
part also dilates and forms what may be 
called the cephalic swelling (fig. 8 IV.), 
and the pore at its anterior extremity 
gradually narrows and finally disappears. 
In the region of the tail we have seen 
that the dorsal wall of the archenteron 
becomes converted into the notochord, 
which immediately underlies the posterior 
part of the medullary canal, and soon 
becomes an elongated cord formed of a 
single or double row of flattened cells. 
The lateral walls of the archenteron 
(fig. 7, me) in the tail become converted 
into elongated cells arranged longitudi- 
nally, which form powerful lateral muscles 
(fig. 8 IV. m). After the formation of the 
notochord and of the lateral muscles 
there remains of the archenteron in the 
tail only the ventral wall, which accord- 
ing to Kowalevsky forms a simple cord 
of cells (fig. 6, al). It is however not 
always present, or else has escaped the 
attention of other observers. It is stated by Kowalevsky to be 
eventually transformed into blood corpuscles. The neurenteric canal 
leads at first into the narrow space between the above structures, 
which is the remnant of the posterior part of the lumen of the 
archenteron. Soon both the neurenteric canal and the caudal rem- 
nant of the archenteron become obliterated. 


lit. A 



Fia. 7. Optical hection of 

AN OF PUALLUSIA MAM- 

MI LLATA. (After Kowalevsky.) 

The embryo is of the same age 
as fig. 8 HI, but is seen in longitu- 
dinal horizontal section. 

ill. alimentary tract in anterior 
part of body; cli. notochord; me. 
mesoblast. 
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Fig. B. Various stages in the development or Phallusia mammillAta. 

(From Huxley; after Kowalevsky.) 

The embryos are represented in longitudinal vertical section. 

I. Commencing gastrula stage, fh. segmentation cavity. 

II. Late gastrula stage with flattened dorsal surface, eo. blastopore; ch. noto- 
chord; dd. hypoblast. 

III. A more advanced embryo with a partially -formed neural tube. ch. and dd. 
as before; n. neural tube; c. epiblast. 

IV. Older embryo in which the formation of the neural tube is completed, dd. 
hypoblast enclosing persistent section of alimentary tract; dd'. hypoblast in the tail; 
■m. muscles. 

V. Larva just hatched. The end of the tail is not represented, a. eye; gl. dilated 
extremity of neural tube with otolith projecting into it ; Bg. anterior swelling of the 
spinal division of the neural tube ; /, anterior pore of neural tube ; lim. posterior part of 
neural tube; o. mouth; C/i«. notochord; kl. atrial invagination; dd. branchial region 
of alimentary tract ; d. commencement of oesophagus and stomach ; dd\ hypoblast in 
the tail; m. muscles; hp. papilla for attachment. 

VI. Body and anterior part of the tail of a two days’ larva, him. atrial aperture ; 
cn. endostyle; ks. branchial sack; Iks, 2ks. branchial slits; bb. branchial vessel between 
them ; ch. axial portion of notochord ; chs, peripheral layer of cells. Other reference 
letters as before. 
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THE TEST 


During the above changes the tail becomes considerably elongated 
and, owing to the larva l^ing still in the egg-shell, is bent over to 
the ventr^ side of the trunk. 

The larva at this stage is represented in a side view in fig. 8 IV. 
The epidermis is formed throughout of a single layer of cells. In 
the trunk the mesenteron is shewn at dd and the dilated part of the 
nervous system, no longer communicating with the exterior, at n. 
In the tail the notochord is shewn at ch, the muscles at m, and the 
solid remnant of the ventral wall of the archentoron at dd\ The 
delicate continuation of the neural canal in the tail is seen above the 
notochord at n. An optical section of the tail is shewn in fig. G. 
It is worthy of notice that the notochord and muscles are formed 
in the same manner as in Amphioxus, except that the process 
is somewhat simplified. The mode of disappearance of the archen- 
teric cavity in the tail, by the employment of the whole of its walls 
in the formation of various organs, is so peculiar, that I feel some 
hesitation in accepting Kowalevsky’s stcxtements on this head\ 

The larva continues to grow in length, and the tail becomes 
further curled round the ventral side of the body within the egg- 
membrane. Before the tail has nearly reached its full length the test 
becomes formed as a cuticular deposit of the epiblast cells (O. Hertwig, 
No. 13, Semper, No, 37). It appears first in the tail and gradually 
extends till it forms a complete investment round both tail and 
trunk, and is at first totally devoid of cells. Shortly after the 
establishment of the test there grow out from the anterior end of the 
body three peculiar papilla), developed as simple thickenings of the 
epidermis. At a later stage, after the hatching of the larva, these 
papilla) develop glands at their extremities, secreting a kind of 
glutinous fluid‘s. After these papillae have become formed cells first 
make their appearance in the test ; and there is simultaneously 
formed a fresh inner cuticular layer of the test, to which at first the 
cells are confined, though subsequently they are found in the outer 
layer also. On the appearance of cells in the test the latter must be 
regarded as a form, though a very abnormal one, of connective tissue. 
When the tail of the larva lias reached a very considerable length 
the egg-membrane bursts, and the larva becomes free. The hatching 
takes place in Asc. canina about 48 — 60 hours after impregnation. 
The free larva (fig. 8 v.) has a swollen trunk, and a very long tail, 
which soon becomes straightened out. It has a striking resemblance 
to a tadpole {vide tig. 10). 

In the free larval condition the Ascidians have in many respects 
a higher organization than in the adult state. It is accordingly 

1 It is more probable that this part of the alimentary tract is equivalent to the 
post-anal gut of many Vertebrata, which is at first a complete tube, but disfippears 
later by the simple absorption of the walls. 

* It is probable that these papillaj are very primitive organs of the Chordata. 
Structures, which are probably of the same nature, are foimed behind the mouth in 
the larv® of Amphibia, and in front of the mouth in the larvte of Ganoids (Acipenser, 
Lepidostens), and are used by these larv© for attaching themselves. 
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convenient to divide the subsequent development into two periods, 
the first embracing the stages from the condition represented in 
fig. 8 V. up to the full development of the free larva, and the second 
the period from the full development of the larva to the attainment 
of the fixed adult condition. 

Grvwth and Structure of the free larva. 

The nervous system. The nervous system was left as a closed 
tube consisting of a dilated anterior division, and a narrow posterior 
one. The former may be spoken of as the brain, and the latter as 
the spinal cord; although the homologies of these two parts are 
quite uncertain. The anterior part of the spinal cord lying within 
the trunk dilates somewhat (fig. 8 V, and VI. Eg) and there may 
thus be distinguished a trunk and a caudal section of the spinal cord. 

The original single vesicle of the brain becomes divided by the 
time the larva is hatched into tw’o sections (fig. 9) — (1) an anterior 
vesicle with, for the most part, thin walls, in which unpaired auditory 
and optic organs make their appearance, and (2) a posterior nearly solid 
cephalic ganglion, through which there passes a narrow continuation 
of the central canal of the nervous system. This ganglion consists 
of a dorsal section formed of distinct cells, and a ventral section 
formed of a punctated material with nuclei. The auditory organ ‘ 
consists of a ^crista acustica’ (fig. 9), in the form of a slight promi- 
nence of columnar cells on the ventral side of the anterior cerebral 
vesicle ; to the summit of which a spherical otolith is attached by 
fine hairs. In the crista is a cavity containing clear fluid. The 
dorsal half of the otolith is pigmented : the ventral half is without 
pigment. The crista is developed in situ, but the otolith is formed 


0 



Fig. 9. Larva op Ascidia mentula. (From Gegenbaur; after Kupffer.) 

Only the anterior part of the tail is represented, 
anterior swelling of neural tube; N, anterior swelling of spinal portion of 
neural tube; n. hinder part of neural tube; ch, notochord; K, branchial region of 
alimentary tract; d. oesophageal and gastric region of alimentary tract; 0. eye; 
a. otolith ; o. mouth ; s, papilla for attachment. 

from a single cell on the dorsal side of the cerebral, vesicle, which 
forms a projection into the cavity of the vesicle, and then travels (in 


1 For a fuller account of the organs of sense vide the chapters on the eye and ear. 
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a manner not clearly made out) round the right side of the vesicle 
till it comes to the crista; to which it is at first attached by a 
narrow pedicle. The fully developed eye (figs. 8 vr. and 9, 0) consists 
of a cup-shaped retina, which forms a prominence slightly on the 
right side of the posterior part of the dorsal wall of the anterior 
cerebral vesicle, and of refractive media. The retina is formed of 
columnar cells, the inner ends of which are imbedded in pigment. 
The refractive media of the eye are directed towards the cavity of 
the cerebral vesicle, and consist of a biconvex lens and a meniscus. 
Half the lens is imbedded in the cavity of the retina and surrounded 
by the pigment, and the other half is turned toward a concavo-convex 
meniscus which corresponds in position with the cornea. The de- 
velopment of the meniscus and lens is unknown, but the retina 
is formed (fig. 8 V. a) as an outgrowth of the wall of the brain. At 
the inner ends of the cells of this outgrowth a deposit of pigment 
appears. 

The trunk section of the spinal cord (fig. 9, A) is separated by a 
sharp constriction from the brain. It is formed of a superficial layer 
of longitudinal nervous fibres, and a central core of ganglion cells. 
The layer of fibres diminishes in thickness towards the tail, and 
finally ceases to be visible. Kupffer detected three pairs of nerves 
passing off from the spinal cord to the muscles of the tail. The 
foremost of these arises at the boundary between the trunk and the 
tail, and the two others at regular intervals behind this point. 

The mesoblast and muscular system. It has already been stated 
that the lateral walls of the archenteron in the tail give rise to 
muscular cells. These cells lie about three abreast, and appear 
not to increase in number; so that with the growth of the tail 
they grow enormously in length, and eventually become imperfectly 
striated. The mesoblast cells at the hinder end of the trunk, close 
to its junction with the tail, do not become converted into muscle 
cells, but give rise to blood corpuscles ; and the axial remnant of the 
archenteron undergoes a similar fate. According to Kowalevsky the 
heart is formed during larval life as an elongated closed sack on 
the right side of the endostyle. 

The notochord. The notochord was left as a rod formed of a 
single row of cells, or in As. canina and some other forms of two 
rows, extending from just within the border of the trunk to the end 
of the tail. 

According to Kowalevsky, Kupffer, Giard, etc. the notochord under- 
goes a further development which finds its only complete parallel amongst 
Oliordata in the doubtful case of Amphioxus. 

There appear between the cells peculiar highly refractive discs (fig. 8 v. 
67w). These become larger and larger, and finally, after pushing the remnants 
of the cells with their nuclei to the sides, coalesce together to form a con- 
tinuous axis of hyaline substance. The remnants of the cells with their 
nuclei form a sheath round the hyaline axis (fig. 8 vi. cA). Whether the 
axis is to be regarded as formed of an intercellular substance, or of a differ- 
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entiation of parts of the cells is still doubtful. Kupffer inclines to the lat- 
ter view : the analogy of the notochord of higher types appears to me to tell 
in favour of the former one. 

The alimentary tract. The anterior part of the primitive ar- 
chenteron alone retains a lumen, and from this part the whole of the 
permanent alimentary tract (mesenteron) becomes developed. The 
anterior part of it grows upwards, and before hatching an involu- 
tion of the epiblast on the dorsal side, just in front of the anterior 
extremity of the nervous system, meets and opens into this upgrowth, 
and gives rise to the permanent mouth (fig. 8 v. o). 

Kowalevsky states that a pore is formed at the front end of the nervous 
tube leading into the mouth (tig. 8 v. and \i,/) which eventually gives 
rise to the ciliated sack, which lies in the adult at the junction between the 
mouth and the branchial sack. Kupffer however was unable to find 
this opening; but Kowalevsky’s observations are confirmed by those of 
Salensky on Salpa. 

From the hinder end of the alimentary sack an outgrowth directed 
dorsalwards makes its appearance (figs. 8 V. and 9, d), from which the 
oesophagus, stomach and intestine become developed. It at first 
ends blindly. The remainder of the primitive alimentary sack gives 
rise to the branchial sack of the adult. Just after the larva has be- 
come hatched, the outgrowth to form the stomach and oesophagus, etc. 
bends ventralwards and to the right, and then turns again in a dorsal 
and left direction till it comes close to the dorsal surface, somewhat to 
the left of and close to the hinder end of the trunk. The first ventral 
loop of this part gives rise to the oesophagus, which opens into the 
stomach; from this again the dorsally directed intestine passes off. 

On the ventral wall of the branchial sack there is fc»rmed a narrow 
fold with thickened walls, which forms the endostyle. It ends ante- 
riorly at the stomodaeum and posteriorly at the point where the solid 
remnant of the archenteron in the tail was primitively continuous with 
the branchial sack. The whole of the alimentary wall is formed of a 
single layer of hypoblast cells. 

A most important organ connected with the alimentary system 
still remains to be dealt with, viz. the atrial or peribranchial cavity. 
The first rudiments of it appear at about the time of hatching, in 
the form of a pair of dorsal epiblastic involutions (fig. 8 V. kl), at the 
level of the junction between the brain and the spinal cord. Thepe 
involutions grow inwards, and meet corresponding outgrowths of the 
branchial sack, with which they fuse. At the junction between them 
is formed an elongated ciliated slit, leading from the branchial sack 
into the atrial cavity of each side. The slits so formed are the first 
pair of branchial clefts. Behind the first pair of branchial clefts a 
second pair is formed during larval life by a second outgrowth of the 
branchial sack meeting the epiblastic atrial involutions (fig. 8 VI. 
and 2As). The intestine at first ends blindly close to the left atrial 
involution, but the anus becomes eventually formed by an opening 
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being established between the left atrial involution and the intes- 
tine. 

During the above described processes the test remains quite 
intact, and is not perforated at the oral or the atrial openings. 

The retrogressive metamorphosis of tloe larva. 

The development of the adult from the . larva is, as has already 
been stated, in the main a retrogressive metamorphosis. The stages in 
this metamorphosis are diagrammatically shewn in figs. 10 and 11 . It 
commences with the attachment of the larva (fig. 10 A) which takes 
place by one of the three papillae. Simultaneously with the attach- 
ment the larval tail under- 
goes a complete atrophy (fig. 
10 B), so that nothing is left 
of it but a mass of fatty 
cells situated close to the 
point of the previous inser- 
tion of the tail in the trunk. 

The nervous system also 
undergoes a very rapid re- 
trogressive metamorphosis ; 
and the only part of it which 
persists would seem to be 
the dilated portion of the 
spinal cord in the trunk 
(Kupffer, No. 28 ). 

The three papillae, in- 

« -r. eluding that serving for at- 

Fig. 10. Diagram shewing the mode x i ° x i 
ATTACHMENT AND SUBSEQUENT RETROGRESSIVE tachmont, early disappear, 
METAMORPHOSIS OP A lARVAu Ascidian. (From and the larva becomes fixed 
Lankeater.) ^ growth of the test to 

foreign objects. 

An opening appears in the test some time after the larva is fixed, 
leading into the mouth, which then becomes functional. The bran- 
chial sack at the same time undergoes important changes. In the 
larva it is provided with only two ciliated slits, which open into 
the, at this stage, paired atrial cavity (fig. 10 ). 

The openings of the atrial cavity at first are shut off from 
communication with the exterior by the test, but not long after the 
larva becomes fixed, two perforations are formed in the test, which lead 
into the openings of the two atrial cavities. At the same time the 
atrial cavities dilate so as gradually to embrace the whole branchial 
sack to which their inner walls attach themselves. Shortly after 
this the branchial clefts rapidly increase in number \ 

^ The account of the multiplication of the branchial clefts is taken from Krohn’s 
paper on Phallusia mammillata (No. 24), but there is every reason to think that it holds 
true in the main for simple Asoidians. 




UROCHORDA. 


17 


The increase of the branchial clefts is somewhat complicated. Between 
the two primitive clefts two new ones appear, and then a third appears 
behind the last cleft. In the interval 
between each branchial cleft is placed 
a vascular branchial vessel (fig. 8 vi. 
bb.). Soon a great number of clefts 
become added in a row on each side 
of the branchial sack. These clefts are 
small ciliated openings placed trans- 
versely with reference to the long axis 
of the branchial sack, but only oc- 
cupying a small part of the breadth 
of each side. The intervals dorsal 
and ventral to them are soon filled by 
series of fresh rows of slits, separated 
from each other by longitudinal bars. 

Each side of the branchial sack be- 
comes in this way perforated by a 
number of small openings arranged in 
rows, and separated by transverse and 
longitudinal bars. The whole struc- 
ture forms the commencement of the 
branchial basketwork of the adult; the arrangement of which differs con- 
siderably in structure and origin from the simple system of branchial clefts 
of noi-mal vertebrate types. At the junction of the transverse and longitu- 
dinal bars papillce are formed projecting into the lumen of the branchial 
sack. 

After the above changes are far advanced towards completion, 
the openings of the two atrial sacks gradually approximate in the 
dorsal line, and finally coalesce to form the single atrial opening 
of the adult. The two atrial cavities at the same time coalesce 
dorsally to form a single cavity, which is continuous round the 
branchial sack, except along the ventral line where the endo§tyle is 
present. The atrial cavity, from its mode of origin as a pair of epi- 
blastic involutions ^ is clearly a structure of the same nature as the 
branchial or atrial cavity of Amphioxus ; and has nothing whatever 
to do with the true body cavity. 

It has already been stated that the anus opens into the original 
left atrial cavity ; when the two cavities coalesce the anus opens into 
the atrial cavity in the median dorsal line. 

Two of the most obscure points in the development are the origin 
of the mesoblast in the trunk, and of the body cavity. Of the former 
subject we know next to nothing, though it seems that the cells 

^ In the asexiially produced buds of Ascidians the atrial cavity aijpears, with the ex- 
ception of the external opening, to be formed from the primitive branchial sack. In 
the buds of Pyrosonia however it arises independently. These peculiarities in the buds 
cannot weigh against the embryonic evidence that the atrial cavity arises from in- 
volutions of the epiblast, and they may perhaps be partially explained by the fact that 
in the formation of the visceral clefts outgrowths of the branchial sack meet the atrial 
involutions. 
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Fig. 11 . Diagram of a very young 
Ascidian. (From Lankester.) . 
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resulting from the atrophy of the tail are employed in the nutrition 
of the mesoblastic structures of the trunk. 

The body cavity in the adult is well developed in the region of 
the intestine, where it forms a wide cavity lined by an epithelioid 
mesoblastic layer. In the region of the branchial sack it is reduced 
to the vascular channels in the walls of the sack. 

Kowalevsky believes the body cavity to be the original segmenta- 
tion cavity, but this view can hardly be regarded as admissible 
in the present state of our knowledge. In some other Ascidian 
types a few more facts about the mesoblast will be alluded to. 

With the above changes the retrogressive metamorphosis is. com- 
pleted ; and it only remains to notice the change in position under- 
gone in the attainment of the adult state. The region by which the 
larva is attached grows into a long process (fig. 10 B), and at the same 
time the part carrying the mouth is bent upwards so as to be re- 
moved nearly as far as possible from the point of attachment. By this 
means the condition in the adult (fig. 11) is gradually brought about; 
the original dorsal surface with the oral and atrial openings becoming 
the termination of the long axis of the body, and the nervous system 
being placed between the two openings. 

The genus Molgula presents a remarkable exception amongst the simple 
Ascidians in that, in some if not all the species l)elonging to it, develop- 
ment takes ])lace (Lacaze Duthiers 29 and 30, Kupficr 28) quite directly 
and without larval metamorphosis. 

The ova are laid cither singly or adhering together, and are very 
opaque. The segmentation (Lacaze Duthiers) commences hy the formation 
of four equal s])heres, after wliich a number of siaall clear splicres are 
farmed which envelope the lai*ge spheres. The latter give rise to a 
closed enteric sack, and probably also to a mass of cells situated on the 
ventral side, which appear to be mesoblastic. The epihlast is constituted 
of a single layer of cells which completely envelopes the enteric sack and 
the mesoblast. 

While the ovum is still within the chorion five peculiar processes of 
epiblast grow out ; four of which u.sually lie in the same sectional plane 
of the embryo. They are contractile and contain prolongations of the body 
cavity. Their relative size is very variable. 

The nervous system is formed on the dorsal side of the embryo before the 
above projections make their appearance, but, though it seems probable that 
it originates in the same manner as in the more normal forms, its develop- 
ment has not been worked out. As soon as it is formed it consists of a 
nervous ganglion similar to that usually found in the adult. The history 
of the ma.ss (jf mesoblast cells has been inadequately followed, but it con- 
tinuously disappears as the heart, excretory organs, muscles, etc. become 
formed. So far as can be determined from Kupffer’s descriptions the 
body cavity is primitively parenchymatous — an indication of an abbrevi- 
ated development — and does not arise as a definite split in the mesoblast. 

The primitive enteric cavity becomes converted into the branchial sack, 
and from its dorsal and posterior corner the oesophagus, stomach and 
intestine grow out as in the normal forms. The mouth is formed by the 
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invagination of a disc-like thickening of the epidermis in front of the 
nervous system on the dorsal side of the body; and the atrial cavity arises 
behind the nervous system by a similar process at a slightly later period. 
The gill clefts opening into the atrial cavity are formed as in the type of 
simple Ascidians described by Krohn. 

The embryo becomes hatched not long after the formation of the oral 
and atrial openings, and the five epiblastic processes undergo atrophy. 
They are not employed in the attachment of the adult. 

The larva when hatched agrees in most importjxnt points with the adult ; 
and is without the characteristic provisional larval oigans of ordinary 
forms; neither organs of special sense nor a tail becoming developed. It has 
been suggested by Kupffer that the ventrally situated mesoblastic mass is 
the same structure as the mass of elements which results in ordinary types 
from the degeneration of the tail. If this suggestion is true it is difficult 
to believe that this mass has any other than a nutritive function. 

The larva of Ascidia ampul loides described by P. van Beneden is 
regarded by Kupffer as intermediate between the Molgiila larva and the 
normal type, in that the larval tail and notochord and a pigment spot are 
lirst developed, while after the atrophy of these organs peculiar processes 
like those of Molgula make their appearance. ^ 

ScdontEridi* The development of the fixed composite Ascidians is, so 
far as we know, in the main similar to that of the simple Ascidians. 
Ilie larvm of Botryllus sometimes attain, while still in the free state, a 
higher stage of develojjment with reference to the number of gill slits, etc. 
than that reached by the simple Ascidians, and in some instances (Botryllus 
auratus Metschnikoff) eight conical processes are found springing in a ring- 
like fashion around the trunk. The presence of these processes has led 
to somewhat remarkable views about the morphology of the group ; in that 
they were regarded by Kdlliker, Sars, etc. as separate individuals, and it 
was supposed that the product of each ovum was not a single individual, 
but a whole system of individuals with a common cloaca. 

The researches of Metschnikoff (No. 32), Krohn (No. 25), and Giard 
(No, 12), etc. demonstrate that this paradoxical view is untenable, and 
that each ovum only gives rise to a single embryo, while the stellate systems 
are subsequently formed by budding. 

Natantia. Our knowledge of the development of Pyrosoma is 
mainly due to Huxley (No. 16) and Kovvalevsky (No. 22). In 
each individual of a colony of Pyrosoma only a single egg comes to 
maturity at one time, This egg is contained in a capsule formed of 
a structureless wall lined by a flattened epithelioid layer. From this 
capsule a duct passes to the atrial cavity, which, though called the 
oviduct, functions as an afferent duct for the spermatozoa. 

The segmentation is meroblastic, and the germinal disc adjoins 
the opening of the oviduct. The segmentation is very similar to that 
which occurs in Teleostei, and at its close the germinal disc has the 
form of a cap of cells, without a trace of stratification or of a seg- 
mentation cavity, resting upon the surface of the yolk, which forms 
the main mass of the ovum. 

After segmentation the blastoderm, as we may call the layer of 
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cells derived from the germinal disc, rapidly spreads over the sur- 
face of the yolk, and becomes divided into two layers, the epiblast 
and the hypoblast. At the same time it exhibits a distinction into a 
central clearer and a peripheral more opaque region. At one end 
of the blastoderm, which for convenience sake may be spoken of as 
the posterior end, a disc of epiblast appears, which is the first 
rudiment of the nervous system, and on each side of the middle of 
the blastoderm there arises an epiblastic involution. The epiblastic 
involutions give rise to the atrial cavity. 

These involutions rapidly grow in length, and soon form longish 
tubes, opening at the surface by pores situated not far from the poste- 
rior end of the blastoderm. 

The blastoderm at this stage, as seen on the surface of the yolk, is 
shewn in fig. 12 A. It is somewhat broader than long. The nervous 

system is shewn at and 
at points to an atrial 
tube. A transverse sec- 
tion, through about the 
middle of this blastoderm, 
is represented in fig. 12 B. 
The epiblast is seen above. 
On each side is the sec- 
tion of an atrial tube {at). 
Below is the hypoblast 
which is separated from 
the yolk especially in the 
middle line ; at each side 
it is beginning to grow in 
below, on the surface of 
the yolk. Tlie space below 
the hypoblast is the ali- 
mentary cavity, the ven- 
tral wall of wliicli is form- 





A. Surface view of the ovum of Pyrosoma 

NOT FAR ADVANCED IN DEVELOPMENT. TllO Ombry- 

onic structures are develoiicd from a disc-liko blas- 
todemi. 

B. Transverse section through the middle 

PART OF THE SA3IE BLASTODERM. 

at, atrial cavity; Inj, hypoblast; n, nervous 
disc in the region of the future Cyathozooid. 


ed by the cells growing 
in at the sides. Between 
the epiblast and hypoblast 
are placed scattered meso- 
blast cells, the origin of 
which has not been clearly 
made out. 


In a later stage the openings of the two atrial tubes gradually 
travel backwards, and at the same time approximate, till finally they 
meet and coalesce at the posterior end of the blastoderm behind the 
nervous disc (fig. 13, cl). The tubes themselves at the same time 
become slightly constricted not far from their hinder extremities, and 
so divided into a posterior region nearly coterminous with the nervous 
system (fig. 13), and an anterior region. These two regions have very 
different histories in the subsequent development. 
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The nervous disc has during these changes become marked by a 
median furrow (fig. 13, ng)^ which is soon converted into a canal 
by the same process as in the simple Ascidians. The closure 
of the groove commences posteriorly 
and travels forwards. These pro- 
cesses are clearly of the same nature 
as those which take place in Chor- \ I® 

data generally in the formation of 

the central nervous system. ¥m||||k 

In the region of the germinal ffil ^vl Ilk 

disc which contains the anterior part ||S J||M j lil 

of the atrial tubes, the alimentary If 'li Bl l l i}; MlHlBi 1 1 1111 

cavity becomes, by the growth of the y I 11 

layer of cells described in the last HrQ ill r 

stage, a complete canal, on the outer 

wall of which the endostyle is formed 

as a median fold. The whole anterior 

part of the blastoderm becomes at ; 

the same time gradually constricted iho . 13. Blastoderm oe Pyuosoma 

off from the yolk si[ortly before its division into Cy- 

The fate of the anterior and K™eZyT'' 
posterior parts of the blastoderm is (atrial) opening; en. en- 

very different. The anterior part dostyle; atrial cavity; nervous 
becomes segmented into four zooids , 

or individuals, c^lod by Huxloy . 

Ascidiozooids, whicli give rise to a 

fresh colony of Pyrosoma. The posterior part forms a rudimentary 
zooid, called by Huxley Cyathozooid, which eventually atrophies. 
These five zooids are formed by a process of embryonic fission. This 
fission commences by the appearance of four transverse constrictions 
in the anterior part of the blastoderm; by which the whole blastoderm 
becomes imperfectly divided into five regions, fig. 14 A. 

The hinder most constriction (uppermost in my figure) lies just 
in front of the pericardial cavity; and separates the Cyathozooid 
from the four Ascidiozooids. The three other constrictions mark off 


the four Ascidiozooids. The Cyathozooid remains for its whole 
length attached to the blastoderm, which has now nearly enveloped 
the yolk. It contains the whole of the nervous system (ng)y which 
is covered behind by the opening of the atrial tubes {cl). The 
alimentary tract in the Cyathozooid forms a tube with very delicate 
walls. The pericardial cavity is completely contained within the 
Cyathozooid, and the heart itself {lit) has become formed by an invo- 
lution of the walls of the cavity. 

The Ascidiozooids are now completely separated from the yolk. 
They have individually the same structure as the undivided rudiment 
from which they originated ; so that the organs they possess are 
simply two atrial tubes, an alimentary tract with an endostyle, and 
undifferentiated rnesoblast cells. 
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In the following stages the Ascicliozooids grow with great rapidity. 
They soon cease to lie in a straight line, and eventually form a ring 
round the Cyathozooid and attached yolk sack. 

While these changes are being accomplished in the external form 
of the colony, both the Cyathozooids and the Ascidiozooids progress 
considerably in development. In the Cyathozooid the atrial spaces 
gradually atrophy, with the exception of the external opening, which 
becomes larger and more conspicuous. The heart at the same time 
comes into full activity and drives the blood tlirough tlie whole colony. 
The yolk becomes more and more enveloped by the Cyathozooid, and 
is rapidly absorbed; while the nutriment derived from it is transported 
to the Ascidiozooids by means of the vascular connection. The 
nervous system retains its previous condition ; and round the Cya- 
thozooid is formed the test into which cells migrate, and arrange 
themselves in very conspicuous hexagonal areas. The delicate ali- 
mentary tract of the Cyathozooid is still continuous with that of 
the first Ascidiozooid. After the Cyatliozooid has reached the 
development just described it commences to atrophy. 

The changes in the Ascidiozooids are even more considerable than 
those in the Cyathozooid. A nervous system appears as a fresh 



Fig. 14. Two stages in the development of Pyrosoma in which the Cyathozooij) 
AND FOUR Ascidiozooids are already distinctly formed. (After Kowalevsky.) 

cy. cyathozooid; as. ascidiozooid; ng. nervous groove; ht. heart of cyathozooid ; 
cl. cloacaJ opening. 

formation close to the end of each Ascidiozooid turned towards the 
Cyathozooid. It forms a tube of which the open front end eventually 
develops into the ciliated pit of the mouth, and the remainder into 
the actual nervous ganglion. Between the nervous system and the 
endostyle an involution appears, which gives rise to the mouth. On 
each side of the primitive alimentary cavity of each Ascidiozooid 
branchial slits make their appearance, leading into the atrial tubes; 
so that the primitive alimentary tract becomes converted into the 
branchial sacks of the Ascidiozooids. The remainder of the alimen- 
tary tract (d‘ cacli zooid is formed as a bud from the hind end of the 
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branchial sack in the usual way. The alimentary tracts of the four 
Ascidiozooids are at first in free communication by tubes opening 
from the hinder extremity of one zooid into the dorsal side of the 
branchial sack of the next zooid. At the hinder end of each Ascidio- 
zooid is developed a mass of fatty cells known as the elajoblast, 
which probably represents a rudiment of the larval tail of simple 
Ascidians. (Of. pp. 25 and 26.) 

The further changes consist in the gradual atrophy of the Cyatho- 
zooid, which becomes more and more enclosed within the four Asci- 
diozooids. These latter become completely enveloped in a common 
test, and form a ring round the remains of the yolk and of the 
Cyathozooid, the heart of which continues however to beat vigor- 
ously. The cloacal opening of the Cyathozooid persists through 
all these changes, and, after the Cyathozooid itself has become com- 
pletely enveloped in the Ascidiozooids and finally absorbed, deepens 
to form the common cloacal cavity of the Pyrosoma colony. 

The main parts of the Ascidiozooids were already formed during 
the last stage. The zooids long remain connected together, and 
united by a vascular tube with the (Jyathozooid, and these connec- 
tions are not severed till the latter completely atrophies. Finally, 
after the absorption of the Cyjithozooid, the Ascidiozooids form a 
rudimentary colony of four individuals enveloped in a common test. 
The two atrial tubes of each zooid remain separate in front but unite 
posteriorly. An anus is formed leading from the rectum into the 
common posterior part of the atrial cavity; and an opening is estab- 
lished between the posterior end of the atrial cavity of eacli Ascidio- 
zooid and the common axial cloacal cavity of the whole colony. The 
atrial cavities in Pyrosoma are clearly lined by epiblast, just as in 
simple Asciilians. 

When the young colony is ready to become free, it escapes from 
the parent, and increases in size by budding. 

sexually developed embryos of Doliolum have been 
(No. ’23), Gegenbaur (No, 10), and Keferstein and 
Elders (No. 17); but the details of the development have been very im- 
perfectly investigated. 

The youngest embryo observed was enveloped in a lerge oval transparent 
covering, the exact nature of which is not clear. It is perhaps a larval 
rudiment of the test which would seem to be absent in the adult. Within 
this covering is the larva, the main organs of wliicli are already developed ; 
and which primarily (lifters from the adult in the possession of a larval tail 
similar to that of simple Ascidians. 

In the body both oral and atrial openings are present, the latter on the 
dorsal surface ; and the aliiiK utary tract is fully established. The endostyh^ 
is already formed on the ventral wall of the branchial sack, but the 
branchial slits are not present. Nine muscular rings are already visible. 
The tail, though not so developed as in the simple Ascidians, contains an 
axial notochord of the usual structure, and lateral muscles. It is inserted 
on the ventral side, and by its slow movements the larva progresses. 


the atrial cavity of 
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In succeeding stages the tail gradually atrophies, and the gill slits, four 
in number, develop ; at the same time a process or stolon, destined to 
give rise by budding to a second n on-sexual generation, makes its appear- 
ance on the dorsal side in the seventh inter-muscular space. This stolon is 
comparable with that which appears in the embryo of Salpa. When the 
tail completely atrophies the larva leaves its transparent covering, and 
becomes an asexual Doliolum with a dorsal stolon. 

SdilpidSB. As is well known the chains of Sal pa alone are sexual, and 
from each individual of the chain only a single embryo is produced. The 
ovum from which this embryo takes its origin is visible long before the 
separate Salps of the chain have become completely developed. It is en- 
veloped in a caj)sule continuous with a duct, which opens into the atrial 
cavity, and is usually spoken of as the oviduct. The capsule with the 
ovum is envelo])cd in a maternal blood sinus. Embryonic development 
commences after the chain has become broken u}), and the spermatozoa 
derived from another individual would seem to be introduced to the ovum 
through the oviduct. 

At the commencement of embryonic development the oviduct and ovi- 
capsule undergo peculiar changes; and in part at least give rise to a 
structure subservient to the nutrition of the embryo, known as the placenta. 
These changes commence with the shortening of the oviduct, and the dis- 
appearance of a distinction between oviduct and ovicapsule. The cells 
lining the innermost end of the capsule, i.e. that at the side of the ovum 
turned away from the atrial cavity, become at the same time very columnar. 
The part of the oviduct between. the ovum and the atrial cavity dilates 
into a sack, communicating on the one hand with the atrial cavity, and 
on the other by a very narrow opening with the chamber in wliich the egg 
is contained. This sack next becomes a prominence in the atrial cavity, 
and eventually constitutes a brood-pouch. The prominence it forms is 
covered by the lining of the atrial cavity, immediately within which is the 
true wall of the sack. The external opening of the sack becomes gradually 
narrowed and finally disappears. In the meantime the chamber in which 
the embryo is at first placed acquires a larger and larger opening into the 
sack ; till finally the two chambers unite, and a single brood-pouch contain- 
ing the embryo is thus produced. Tlie inner wall of the chamber is 
formed by the columnar cells already spoken of. They form the rudiment 
of the placenta. The double wall of the outer part of the brood-pouch 
becomes stretched by the growth of the embryo ; the inner of its two layers 
then atrophies. The outer layer subsequently gives way, and becomes rolled 
back so as to lie at the inner end of the embryo, leaving the latter projecting 
freely into the atrial cavity. 

While these changes are taking place the placenta becomes fully 
developed. The first rudiment of it consists, according to Salensky, of the 
thickened cells of the ovicapsule only, though this view is dissented from 
by Brooks, Todaro, etc. Its cells soon divide to form a largish mass, 
which becomes attached to a part of the epiblast of the embryo. 

On the formation of the body cavity of the embryo a central 
axial portion of the placenta becomes separated from a peripheral layer; 
and a channel is left between them which leads from a maternal blood 
sinus into the embryonic body cavity. The peripheral layer of the placenta 
is formed of cells continuous with the epiblast of the embryo; while the 
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axial portion is constituted of a disc of cells adjoining the embryo, with a 
column of fibres attached to the maternal side. The fibres of this column 
are believed by Salensky to be products of the original rudiment of the 
placenta. The placenta now' assumes a more spherical form, and its cavity 
becomes shut off from the embiyonic body cavity. The fibrous column 
breaks up into a number of strands perforating the lumen of the organ, 
and the cells of the wall become stalked bodies projecting into the lumen. 

When the larva is nearly ready to become free the placenta atrophies. 

The placenta functions in the nutrition of the embryo in the following 
way. It projects from its first formation into a maternal blood sinus, and, 
on the a})i)earance of a cavity in it continuous with the body cavity of 
the embryo, the blood of the mother fully intermingles with that of the 
embryo. At a later period the communication with the body cavity of 
the embryo is shut off, but the cavity of the placenta is supplied with a 
continuous stream of maternal blood, which is only separated from the foetal 
blood by a thin partition. 

It is now necessary to turn to the embryonic development about which 
it is unfortunately not as yet possible to give a completely satisfactory 
account. The statements of the different investigators contradict each 
other on most fundamental points. I have followed in the main Salensky 
(No. 34), but have also called attention to some points where his obser- 
vations diverge most from those of other writers, or where they seem 
unsatisfactory. 

The development commences at about the period when the brood-pouch 
is becoming formed ; and the ovum passes entirely into the brood-pouch 
before the segmentation is completed. The segmentation is regular, and 
the existence of a segmentation cavity is denied by Salensky, though 
affirmed by Kowalevsky and Todaro^ 

At a certain stage in the sc^ginentation the cells of the ovum become 
divided into two layers, an epiblast investing the whole of the ovum with 
the exception of a small area adjoining the placenta, where the inner layer 
or hypol)last, which forms the main mass of the ovum, projects at the 
surface. The e])il»last soon covers the whole of the hypoblast, so that there 
would seem (according to Salensky^s observations) to be a kind of ej)ibolic 
invagination: a conclusion supported by Todaro’s figures. 

At a lat(}r stage, on one side of the free apex of the embryo, a meso- 
blastic layer makes its appearance between the epiblast and hypoblast. 
This layer is derived by Salensky, as it apj)oars to me on insufficient 
grounds, from the (Epiblast. Nearly at the same time there arises not far 
from the same point of the embryo, but on the opposite side, a solid 
thickening of epiblast which forms the rndimeiit of the nervous system. 
The nervous system is placed close to the front end of the body ; and nearly 
at the 0])posite pole, and therefore at the hind end, there appears immedi- 
ately below the t^piblast a mass of cells forming a provisional organ known 
as the elseoblast. Todaro regards this t)rgan as mesoblastic in origin, and 
Salensky as hypoblastic. Tlie organ is situated in the position which 
would be occupied by the larval tail were it developed. It may probably 
be regarded (Salensky) as a disappearing rudiment of the tail, and be 

^ From Todaro’s latest pai)er (No, 39) it would seem the segmentation cavity has 
very peculiar relations. 
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compared in this respect with the more or less similar mass of cells 
described by Kupffer in Molgnla, and with the elaeoblast in Pyrosonia. 

After the differentiation of these organs a cavity makes its appearance 
between the epiblast and hypoblast, which is regarded by Salensky as the 
body cavity. It appears to be equivalent to the segmentation cavity of 
Todaro, According to Todaro^s statements, it is replaced by a second cavity, 
which appears between the splanchnic and somatic layers of mesoblast, and 
constitutes the true body cavity. The embi-yo now begins to elongate, 
and at the same time a cavity makes its appearance in the centre of the 
hypoblast cells. This cavity is the mdiment of the branchial and alimentary 
cavities: on its dorsal wall is a median projection, the rudiment of the so- 
called gill of Balpa. 

At two points this cavity comes into close contact with the external skin. 
At one of these, situated immediately ventral to the nervous system, the 
mouth becomes formed at a later period. At the other, placed on the 
dorsal sui’face between the nervous system and the elaeoblast, is formed 
the cloacal aperture. 

By the stage under consideration the more important systems of organs 
are established, and the remaining embryonic history may be very briefly 
narrated. 

The embryo at this stage is no longer covered by the walls of the 
brood-pouch but projects freely into the atrial cavity, and is only attached 
to its parent by means of the placenta. The epiblast cells soon give rise 
to a deposit which forms the mantle. The deposit appears however to be 
formed not only on the outer side of the epiblast but also on the inner side ; 
so that the epiblast becomes cemented to the subjacent parts, branchial 
sack, etc., by an intercellular layer, which would seem to fill up the primi- 
tive body Cfivity with the exception of the vascular channels (Salensky). 

The nervous system, after its separation from the epiblast, acquires a 
central cavity, and subseqxiently becomes divided into three lobes, each with 
an internal protuberance. At its anterior extremity it opens into the 
branchial sack ] and from this part is develoj>ed the ciliated pit of the 
adult. The nervous ganglion at a later period becomes solid, and a median 
eye is subsequently formed as an outgrowth from it. 

According to Todaro there are further formed two small auditory 
(? olfactory) sacks on the ventral surface of the brain, each of them placed 
in communication with the branchial cavity by a narrow canal. 

The mesoblast gives rise to the muscles of the branchial sack, to the 
heart, and to the pericardium. The two latter are situated on the ventral 
side of the posterior extremity of the branchial cavity. 

Bramhial $ack and alimentary tract. The first development of the 
enteric cavity has already been described. The true alimentary tract is 
formed as a bud from the hinder end of the primitive cavity. The remain- 
der of the primitive cavity gives rise to the branchial sack. The so-called 
gill has at lii*st the form of a lamella attached dorsally to the walls of the 
branchial sack; but its attachment becomes severed except at the two ends, 
and it then forms a band stretching obliquely across the branchial cavity, 
which subsequently becomes hollow and filled with blood corpuscles. The 
whole structure is probably liomologous with the peculiar fold, usually pro- 
longed into numerous pix)cesses, which normally projects from the dorsal 
wall of the Ascidian bmnehial sack. 
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On the completion of the gill the branchial sack becomes divided into a 
region dorsal to the gill, and a region ventral to it* Into the former the 
single atrial invagination opens. No gill slits are formed comparable with 
those in simple Ascidians, and the only representative of these structures 
is the simple communication which becomes established between the dorsal 
division of the branchial sack and the atrial opening. The whole branchial 
sack of Salpa, including both the dorsal and ventr^ divisions, corresponds 
with the branchial sack of simple Ascidians. On its ventral side the 
endostyle is formed in the normal way. The mouth arises at the point 
already indicated near the front end of the nervous system *. 

1 Brooks takes a very different view of the nature of the parts in Balpa. He says, 
No. 7, p. 322, “The atrium of Salpa, when first observed, was composed of two broad 
“ later^ atria within the body cavity, one on each side of the branchial sack, and a very 
“ small mid-atrium.,.. The lateral atria do not however, as in most Tunicata, remain 
“ connected with the mid-atrium, and unite with the wall of the branchial sack to 
“ form the branchial slits, but soon become entirely separated, and the two walls of 
“ each unite so as to form a broad sheet of tissue, whicli soon splits up to form the 
“ muscular hands of the branchial sack.” Again, p. 324, “During the changes which 
“ have been described as taking place in the lateral atria, the mid-atrium has increased 
“ in size.... The branchial and atrial tunics now unite upon each side, so that the 
“ sinus is converted into a tube which communicates, at its posterior end, with the 
“ heart and perivisceral sinus, and at the anterior end with the neural sinus.. This 
“ tube is the gill..,. The centres of the two regions uijon the sides of tbo gill, where 
“ these two tissues have become united, are now absorbed, so that a single long and 
“ narrow branchial slit is produced on each side of the gill. The branchial cavity is 
“ thus thrown into communication with the atrium, and the upper surface of the lat- 
“ ter now unites with the outer tunic, and the external atrial opening is formed by 
“ absorption.” 

The above description would imply that the atrial cavity is a space lined by meso- 
blast, a view which would upset the whole morijhology of the Ascidians. Salensky^s 
account, which implies only an immense reduction in the size of the atrial cavity as 
compared with other t;jpes, appears to me far more probable. The lateral atria of 
Brooks appear to be simply parts of the body cavity, and have certainly no connection 
with the lateral atria of simple Ascidians or Fyrosomn. 

The observations of Todaro upon Balpa (No. 38) are very remarkable, and illustrated 
by beautifully engraved plates. His interpretations do not however appear tpiite satis- 
factory. The following is a brief statement of some of bis results. 

During segmentation there arises a layer of small superficial cells (epiblast) and 
a central layer of larger cells, which becomes separated from the former by a segmen- 
tation cavity, except at tlie pole adjoining the free end of the brood-pouch. At this point 
the epiblast cells become iuvagiiiated into the central cells and form the alimentary 
tract, while the primitive central cells remain as the mesoblast. A fold arises from the 
epiblast which Todaro compares to the vertebrate amnion, but the origin of it is un- 
fortunately not satisfactorily described. The folds of the amnion project towards the 
placenta, and enclose a cavity which, as the folds never completely meet, is i>ermanently 
open to the maternal blood sinus. This cavity corresponds with the cavity of the true 
amnion of higher Vertebrates. It forms the cavity of the placenta already described 
Between the two folds of the amnion is a cavity correspondmg with the vertebrate 
false amnion. A structure regarded by Todaro as the notochord is formed on the neck, 
connecting the involution of the alimentary tract with the exterior. It has only a very 
transitory existence. 

In the later stages the segmentation cavity disappears and a true body cavity is 
formed by a split in the mesoblast. 

Todaro’s interpretations, and in part his descriptions also, both with reference to the 
notochord and amnion, appear to me quite inadmissible. About some other parts of 
his descriptions it is not possible to form a satisfactory judgment. He has recently 
published a short paper on this subject (No. 39) preliminary to a larger memoir, which is 
very ^fficult to understand in the absence of plates. He finds however in the placenta 
various parts which he regards as homologous with the decidua vera and refiexa of 
Mammalia. 
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Development of the chain of sexual Salps. My description of 
the embryonic development of Salpa would not be complete without some 
reference to the development of the stolon of the solitary generation of 
Salps by the segmentation of which a chain of sexual Salps originates. 

The asexual Salp, the embryonic development of which has just been 
described, may be compared to the Cyathozooid of Pyrosoma, from which 
it mainly differs in being fully developed. While still in an embryonic 
conditioji it gives rise to a process or stolon, which becomes divided into a 
number of zooids by transverse constrictions, in the same manner that part 
of the germ of the ovum of Pyrosoma is divided by transverse constrictions 
into four Ascidiozooids. 

The stolon arises as a projection on the right side of the body of the 
embryo close to the heart. It is formed (Salensky, No. 35) of an outgrowth 
of the body wall, into which there gi‘ow the following structures : 

(1) A central hollow process from the end of the respiratory sack. 

(2) A right and left lateral prolongation of the pericardial cavity. 

(3) A solid process of cells on the ventral side derived from the same 
mass of the cells as the elieoblast. 

(4) A ventral and a dorsal blood sinus. 

Besides these parts there appears on the dorsal side a hollow tube, the 
origin of which is unknown, wliich gives rise to the nervous system. 

The hollow process of tlie respiratory sack is purely provisional, and 
disappears without giving rise to any permanent structure. The right and 
left prolongations of the pericardial cavity become solid and eventually 
give origin to the mesoblast. The ventral process of cells is the most 
important structure in the stolon in that it gives rise both to the alimentary 
and respiratory sacks, and to the* generative organs of the sexual Salps. 
The stolon containing the organs just enumerated becomes divided by 
transverse constrictions into a number of rings. These rings do not long 
remain complete, but become interrupted dorsally and ventrally. The imper- 
fect rings so formed soon overlap, and each of them eventually gives rise to a 
sexual Salp. Although the stolon arises while the asexual Salp is still in 
an embryonic condition, it does not become fully developed till long after 
the asexual Salp has attained maturity. 

Appondicularia. Our only knowledge of the development of Appen- 
dicularia is derived from Fol’s memoir on the group (No. 8). He simply 
states that it develops, as far as he was able to follow, like other Ascidians; 
and that the extremely minute size of the egg prevented him from pursuing 
the subject. He also states that the pair of pores leading from the bran- 
chial cavity to the exterior is developed from epiblastic involutions meeting 
outgrowths of the wall of the branchial sack. 


One of the most remarkable phenomena in connection with the 
life history of many Ascidians is the occurrence of an alternation of 
sexual and gemmiparous generations. This alternation appears to 
have originated from a complication of the process of reproduction by 
budding, which is so common in this group. The mode in which this 
very probably took place will be best understood by tracing a series 
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of transitional cases between simple budding and complete alternations 
of generations. 

In the simpler cases, which occur in some Composita Sedentaria, 
the process of budding commences with an outgrowth of the body 
wall into the common test, containing a prolongation of part of the 
alimentary tract \ 

Between the epiblastic and hypoblastic layers of the bud so 
formed, a mesoblastic and sometimes a generative outgrowth of the 
parent also appears. 

The systems of organs of the bud are developed from the corre- 
sponding layers to those in the embryo®. The bud eventually becomes 
detached, and in its turn gives rise to fresh buds. Both the bud and 
its parent reproduce sexually as well as by budding : the now colonies 
being derived from sexually produced embryos. 

The next stage of complication is that found in Botryllus (Krohn, 
Nos. 25 and 26). The larva produced sexually gives rise to a bud 
from the right side of the body close to the heart. On the bud 
becoming detached the parent dies away without developing sexual 
organs. The bud of the second generation gives rise to two buds, 
a right one and a left o*ne, and like the larva dies without reaching 
sexual maturity. The buds of the third generation each produce 
two buds and then suffer the same fate as their parent. 

The buds of the third generation arrange themselves with their 
cloacal extremities in contact, and in the fourth generation a common 
cloaca is formed, and so a true radial system of zooids is established; 
the zooids of which are not however sexual. 

The buds of the fourth generation in their turn produce two or 
three buds and then die away. 

Fresh systems become formed by a continuation of the process of 
budding, but the zooids of the secondary systems so formed are 
sexual. The ova come to maturity before the spermatozoa, so that 
cross fertilization takes place. 

In Botryllus we have clearly a rudimentary form of alternations 


1 It is not within the scope of this work to enter into details with reference to the 
process of budding. The reader is referred on this head more especially to the papers 
of Huxley (No. 16) and Kowalovsky (No. 22) on Pyrosoma, of Salensky (No. 35) on 
Salpa, and Kowalevsky (No. 21) on Ascidians generally. It is a question of very great 
interest how budding first arose, and then became so prevalent in these degenerate types 
of Chordata. It is possible to suppose that budding may have commenced by the 
division of embryos at an early stage of development, and have gradually been carried 
onwards by the help of natural selection till late in life. There is perhaps little in the 
form of budding of the Ascidians to support this view — the early budding of Didemnum 
as described by Gegenbaur being the strongest evidence for it — but it fits in very weU 
with the division of the embryo in Lumbricus trapezoides described by Kleinenberg, 
and with the not unfrequent occurrence of double monsters in Vertebrata which may 
be regarded as a phenomenon of a similar nature (Rauber). The embryonic budding 
of Pyrosoma, which might perhaps be viewed as supporting the hypothesis, appears to 
mo not really in favour of it; since the Cyathozooid of Pyrosoma is without doubt an 
extremely modified form of zooid, which has obviously been specially developed in con- 
nection with the peculiar reproduction of the PyrosomidsB. 

* The atrial spaces form somewhat doubtful exceptions to the rule. 
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of generations, in that the sexually produced larva is asexual, and, 
after a series of asexual generations, produced gemmiparously, there 
appear sexual generations, which however continue to reproduce 
themselves by budding. 

The type of alternations of generations observable in Botryllus 
becomes, as pointed out by Huxley, still more marked in Pyrosoma . 

The true product of the ovum is here {vide p. 21) a rudimentary 
individual called by Huxley the Cyathozooid. This gives rise, while 
still an embryo, by a process equivalent to budding to four fully 
developed zooids (Ascidiozooids) similar to the parent form, and itself 
dies away. The four Ascidiozooids form a fresh colony, and repro- 
duce (1) sexually, whereby fresh colonies are formed, and (2) by 
ordinary budding, wliereby the size of the colony is increased. All 
the individuals of the colony are sexual. 

The alternation of generations in Pyrosoma widely differs from 
that in Botryllus in the fact of the Cyathozooid differing so markedly 
in its anatomical characters from the ordinary zooids. 

In Salpa the process is slightly different \ The sexual forms 
arc now vncapahle of budding^ and, although at first a series of 
sexual individuals are united together in the form of a chain, so 
as to form a colony like Pyrosoma or Botryllus, yet they are so 
loosely connected that they separate in the adult state. As in 
Botryllus, the ova are ripe before the spermatozoa. Each sexual 
individual gives rise to a single offspring, which, while still in the 
embryonic condition, buds out a ‘stolon' from its right ventral side. 
This stolon is divided into a series of lateral buds after tlie solitary 
sexual Salp has begun to lead an independent existence. The solitary 
sexual Salp clearly corresponds with the Cyathozooid of Pyrosoma, 
though it has not, like the Cyathozooid, undergone a retrogressive 
metamorphosis. 

By far the most complicated form of alternation of generations 
known amongst the Ascidians is that in Doliolum . The discovery of 
this metamorphosis was made by GegenSaur (No. lo). The sexixal 
form of Doliolum is somewhat ca.sk-shaped, with ring-like muscular 
bands, and the oral and atrial apertures placed at opposite ends of the 
cask. The number of gill slits varies according to the species. The ovum 
gives rise, as already described, to a tailed embryo which subsequently 
develops into a cask-shaped asexual form. On attaining its full size 
it loses its branchial sack and alimentary tract. While still in the 
embryonic condition, a stolon grows out from its dorsal side in the 
seventh intermuscular space. The stolon, like that in Salpa, contains 
a prolongation of the branchial sack*. 

On this stolon there develop two entirely different types of buds, 
(1) lateral buds, (2) dorsal median buds. 

1 Vide p. 28. 

^ I draw this conclusion from Gegenbaur’s fig. (No. lo), PI. xvi., fig. 16. The 
body (j) in the figure appears to me without doubt the rudiment of the stolon, and 
not, as believed by Gegeiibaur, the larval tail. 
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The lateral buds ^re developed in regular order on the two sides 
of the stolon, and the most advanced buds are those furthest removed 
from the base. They give rise to forms with a very different organ- 
ization to that of the parent. They are compared by Gegenbaur to 
a spoon, the bowl of which is formed by the branchial sack, and the 
handle by the stalk attaching the bud to tlie stolon. The oral open- 
ing into the branchial sack is directed upwards : an atrial opening is 
remarkably enough not present. The branchial sack is perforated by 
numerous openings. It leads into an alimentary tract which opens 
directly to the exterior by an anus opposite the mouth. 

The stalks attaching the more mature buds to the stolon are 
provided with ventrally directed scales, which completely hide the 
stolon in a view from the ventral surface. 

These buds have, even after their detachment, no trace of genera- 
tive organs, and shew no signs of reproducing themselves by budding. 
Their eventual fate is unknown. 

The median dorsal buds have no such regular arrangement as the 
lateral buds, but arise in irregular bunches, those furthest removed 
from the base of the stolon being however the oldest. These buds 
are almost exactly similar to the original sexual form ; they do not 
acquire sexual organs, but are provided with a stolon attached on the 
ventral side, in the sixth inter-muscular space. 

This stolon is simply the stalk by which each median bud was 
primitively attached to the stolon of the first asexual form. 

From the stolon of the median buds of the second generation 
buds arc developed which grow into the sexual forms. 

The generations of Doliolum may be tabulated in the following 
way. 

Sexual generation, 

1st asexual form with dorsal stolon, 

J 

spoon-like fonns develo})ed as 2nd asexual forms developed as 

lateral buds (eventual history median buds with ventral stolon, 

unknown). | 

sexual generation. 
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CHAPTER III. 

ELASMOBRANCHII. 


The impregnation of the ovum is effected in the oviduct. In most 
forms the whole of the subsequent development, till the time when 
the embryo is capable of leading a free existence, takes place in the 
uterus; but in other cases the egg becomes enveloped, during its 
passage down the oviduct, first in a layer of fluid albumen, and finally 
in a dense horny layer, which usually takes the form of a quadrilateral 
capsule with characters varying according to the species. After the 
formation of this capsule the egg is laid, and the whole of the develop- 
ment, with the exception of the very first stages, takes place exter- 
nally. 

In many of the viviparous forms (Mustelus, Galeus, Carcharias, 
Sphyrna) the egg is enclosed, during the early stages of development 
at any rate, in a very delicate shell homologous with that of the 
oviparous forms ; there is usually also a scanty albuminous layer. 
Both of these are stated by Gerbe (No. 42) to be absent in Squalus 
spinax. 

The following are examples of viviparous genera: Hexanchus, Noti- 
danus, Acanthias, Scymnus, Galeus, Squalus, Mustelus, Carcharias, Sphyrna, 
Squatina, Torpedo; and the following of oviparous genera: Scyllium, Pris- 
tiurus, Cestracion, Baja\ 

The ovum at the time of impregnation has the form of a large 
spherical mass, similar to the yolk of a bird's egg, but without a 
vitelline membrane’*. The greater part of it is ^formed of peculiar 
oval spherules of food-yolk, held together by a protoplasmic network. 
The protoplasm is especially concentrated in a Small lens-shaped area, 
known as the germinal disc, which is not separated by a sharp line 
from the remainder of the ovum. Yolk spherules are present in this 
disc as elsewhere, but are much smaller and of a different character. 
The segmentation has the normal meroblastic character (fig. 15) and 
is confined to the germinal disc. Before it commences the germinal 

a Vide VoL i., p. 50 . 

3 


1 For further details, vide Muller (Ho. 48). 
B. £. II. 
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disc exhibits amoeboid movements. During the segmentation nuclei 
make their apjpearance spontaneously (?) in the yolk adjoining the 
germinal disc (fig. 15, naf), and around them portions of the yolk with 
its protoplMmic network become segmented off. Cells ai-e thus 
formed which are added to those resulting from the segmentation 
proper. Even after the segmentation numerous nuclei are present in 
the granular matter below the blastoderm (fig. 16 A, «'); and around 



Fig. 15. Section through germinal disc of a Pristiurus embryo during the 

SEGMENTATION. 

w, nucleus; nx. nucleus modified prior to division; nx\ modified nucleus in the 
yolk; /. furrow appearing in the yolk adjacent to the germinal disc. 

these cells are being continually formed, which enter the blastoderm, 
and are more especially destined to give rise to the hypoblast. The 
special destination of many of these cells is spoken of in detail below. 

At the close of segmentation the blastoderm forms a somewhat 
lens-shaped disc, thicker at one end than at the other ; the thicker 
end being the embryonic end. It is divided into two strata — an 
upper one, the epiblast — formed of a single row of columnar cells ; 
and a lower one, the primitive hypoblast, consisting of the remaining 
cells of the blastoderm, and forming a mass several strata deep. 
These cells will be spoken of as the lower layer cells, to distinguish 
them from the true hypoblast which is one of their products. 

A cavity very soon appears in the lower layer cells, near the non- 
embryonic end of the blastoderm, but the cells afterwards disappear 
from the floor of this cavity, which then lies between the yolk and 
the lower layer cells (fig. 16 A, sc). This cavity is the segmentation 
cavity equivalent to that present in Amphioxus, Amphibia, etc. The 
chief peculiarity about it is the relatively late period at which it 
makes its appearance, and the fact that its roof is formed both by the 
epiblast and by the lower layer cells. Owing to the large size of 
the segmentation cavity the blastoderm forms a thin layer above the 
cavity and a thickened ridge round its edge. 

The epiblast in the next stage is inflected for a small arc at the 
embryonic end of the blastoderm, where it becomes continuous with 
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the lower layer cells ; at the same time some of the lower layer cells 
of the embryonic end of the blastodernl assume a columnar form, 



FlO. 16. Two LONGITUDINAL SECTIONS OF THE BLASTODERM OF A PrISTIURUS EMBRYO 
DURING STAGES PRIOR TO THE FORMATION OP THE MEDULLARY GROOVE. 

ep. epiblast; ll. lower layer cells or primitive hypoblast ; m, mesoblast; hy. hypo- 
blast; 8c. segmentation cavity; es. embryo swelling; n\ nuclei of yolk; er. embryonic 
rim. c. lower layer cells at the non-embryonic end of the blastoderm. 

and constitute the true hypoblast. The portion of the blastoderm, 
where epiblast and hypoblast are continuous, forms a projecting 
structure which will be called the embryonic rim (fig. 16 B, er). 
This rim is a very important structure, since it represents the 
dorsal portion of the lip of the blastopore of Amphioxus. The space 



Fig. 17. Longitudinal section through the blastoderm of a Pristiurus 
EMBRYO of the SAME AGE AS FIG. 28 B. 

ep. epiblast ; er. embryonic rim; ni. mesoblast; al mesenteron. 

between it and the yolk . represents the commencing mesenteron, of 
which the hypoblast on the under side of the lip is the dorsal wall. 
The ventral wall of the mesenteron is at first formed solely of yolk 
held together by a protoplasmic network with numerous nuclei. The 
cavity under the lip becomes rapidly larger (fig. 17, al), owing to the 
continuous conversion of lower layer cells into columnar hypoblast 
along an axial line passing from the middle of the embryonic rim 
towards the centre of the blastoderm. The continuous differentiation 
of the hypoblast towards the centre of the blastoderm corresponds 
with the invagination in Amphioxus. During the formation of the 
embryonic rim the blastoderm grows considerably larger, but, with the 
exception of the formation of the embryonic rim, retains its primitive 
constitution. 

The segmentation cavity undergoes however important changes. 
There is formed below it a floor of lower layer cells, derived partly from 

3—2 
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an ingrowth from the two sides, but mainly from the formation of 
cells around the nuclei of the yolk (fig. 16). Shortly after the floor 
of cells has appeared, the whole segmentation cavity becomes oblite- 
rated (fig. 17). 

The disappearance of the segmentation cavity corresponds in point 
of time with the formation of the hypoblast by the pseudo-invagina- 
tion above described; and is probably due to this pseudo-invagination, 
in the same way that the disappearance of the segmentation cavity 
in Amphioxus is due to the true invagination of the hypoblast. 

When the embryonic rim first appears there are no external 
indications of the embryo as distinguished from the blastoderm, but 
when it has attained to some importance the position of the embryo 
becomes marked out by the appearance of a shield -like area extending 
inwards from the edge of the embryonic rim, and formed of two folds 
with a groove between them (fig. 28 B, mg), which is deepest at the 
edge of the blastoderm, and shallows out as it extends inwards. This 
groove is the medullary groove ; and its termination at the edge of 
the blastoderm is placed at the hind end of the embryo. 

At about the time of its appearance the mesoblast becomes first 
definitely established. 

At the edge of the embryonic rim the epiblast and lower layer 
cells are continuous. Immediately underneath the medullary groove, 
as is best seen in transverse section (fig. 18), the whole of the lower 
layer cells become converted into hypoblast, and along this line the 
columnar hypoblast is in contact with the epiblast above. At the 

sides however this is not the 
case ; but at the junction of the 
epiblast and lower layer cells 
the latter remain undifferenti- 
ated. A short way from the 
edge the lower layer cells be- 
come divided into two distinct 
layers, a lower one continuous 
with the hypoblast in the mid- 
dle line, and an upper one be- 
tween this and the epiblast (fig. 
18 B). The upper layer is the 
commencement of the mesoblast 
{m). The mesoblast thus arises 
as two independent lateral 
plates, one on each side of the 
medullary groove, which are con- 
tinuous behind with the un- 
differentiated lower layer cells 
at the edge of the embryonic 
rim. The mesoblast plates are 
at first very short, and do not 
extend to the front end of the 



Fig. 18. Two transverse sections of 
AN EMBRYO OP THE SAME AGE AS FIG. 17. 

A. Anterior section. 

B. Posterior section. 

mg, medullary groove ; ep, epiblast ; hy, 
hypoblast; n,al. cells formed round the 
nuclei of the yolk which have entered the 
hypoblast; m. mesoblast. 

The sections shew the origin of the 
mesoblast. 
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embryo. They soon however grow forwards as two lateral ridges, 
attached to the hypoblast, one on each side of the medullary 
groove (fig. 18 A, m). These ridges become separate from the hypo- 
blast, and form two plates, thinner in front than behind ; but still 
continuous at the edge of the blastoderm with the undifferentiated 
cells of the lip of the blastopore, and laterally with the lower layer 
cells of the non-embryonic part of the blastoderm. It results from 
the above mode of development of the mesoblast, that it may be 
described as arising in the form of a pair of solid outgrowths of the 
wall of the alimentary tract ; which differ from the mesoblastic out- 
growths of the wall of the archenteron in Amphioxus in not contain- 
ing a prolongation of the alimentary cavity. 

A general idea of the structure of the blastoderm at this stage 
may be gathered from the diagram representing a longitudinal section 
through the embryo (fig. 19 B). In this figure the epiblast is repre- 



rv 



Fig. 19 . Diagrammatic longitudinal sections op an Elasmobranch embryo. 

Epiblast without shading. Mesoblast black with clear outlines to the cells. Lower 
layer cells and hypoblast with simple shading. 

ep, epiblast; m. mesoblast; al. alimentary cavity ; sy, segmentation cavity; ne. 
neural canal ; cli. notochord ; x. point where epiblast and hypoblast become continuous 
at the posterior end of the embryo ; w. nuclei of yolk. 

A. Section of young blastoderm, with segmentation cavity enclosed in the lower 
layer cells. 

B. Older blastoderm with embryo in which hypoblast and mesoblast are distinctly 
formed, and in which the alimentaiy slit has appeared. The segmentation cavity is 
still represented as being present, though by this stage it has in reality disappeared. 

C. Older blastoderm \nth embryo in which the neural canal has become formed, 
and is continuous posteriorly with the alimentary canal. The notochord, though 
shaded like mesoblast, belongs properly to the hypoblast. 
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sented in white and is seen to be continuous at the lip of the blasto- 
pore (^) with the shaded hypoblast. Between the epiblast and hypo- 
blast is seen one of the lateral plates of mesoblast, represented by 
black cells with clear outlines. The non-embryonic lower layer cells of 
the blastoderm are represented in the same manner as the mesoblast 
of the body. The alimentary cavity is shewn at aZ, and below it is 
seen the yolk with nuclei (n). The segmentation cavity is re- 
presented as still persisting, though by this stage it would have 
disappeared. 

As to the growth of the blastoderm it may be noted that it has 
greatly extended itself over the yolk. Its edge in the meantime 




I'm. 20. Three sections through a Pristiurus embryo somewhat younger 

THAN FIG. 28 C. 

A. Hection through the cephalic plate. 

B. Section through the posterior part of the cephalic plate. 

C. Section through the trunk. 

ch. notochord; mg. medullary groove; al. alimentary tract; Ip. lateral plate of 
mesoblast; body cavity. 

forms a marked ridge, which is due not so much to a thickening as to an 
arching of the epiblast. This ridge is continuous with the embryonic 
rim, which gradually concentrates itself into two prominences, one on 
each side of the tail of the embryo, mainly formed of masses of 
undifferentiated lower layer cells. These prominences will be called 
the caudal swellings. 

By this stage the three layers of the body, the epiblast, mesoblast, 
and hypoblast, have become definitely established. The further history 
of these layers may now be briefly traced. 

Epiblast. While the greater part of the epiblast becomes con- 
verted into the external epidermis, from which involutions give rise 
to the olfactory and auditory pits, the lens of the eye, the mouth 
cavity, and anus, the part of it lining the medullary groove becomes 
converted into the central nervous system and optic cup. The medullary 
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OTOove is at first continued to the front end of the medullary plate ; 
but the anterior part of this plate soon enlarges, and the whole plate 
assumes a spatula form (fig. 28 C, h, and fig. 20 A and B). The 
enlarged part becomes converted into the brain, and may be called 
the cephalic plate. 

The posterior part of the canal deepens much more rapidly than 
the rest (fig. 20 C), and the medullary folds unite dorsally and convert 
the posterior end of the medullary groove into a closed canal, while 
the groove is still widely open elsewhere. The medullary canal does 
not end blindly behind, but simply forms a tube not closed at either 
extremity. The importance of this fact will appear later. 

Shortly after the medullary folds have met behind the whole 
canal becomes closed in. This occurs in the usual way by the junction 
and coalescence of the medullary folds. In the course of the closing 
of the medullary groove the edges of the cephalic plate, which have 
at first a ventral curvature, become bent up in the normal manner, 
and enclose the dilated cephalic portion of the medullary canal. The 
closing of the medullary canal takes place earlier in the head 
and neck than in the back. 


An anterior pore at the front end of the canal, like that in 
Amphioxus and the Ascidians, is not 


found. The further differentiation of the 
central nervous system is described in a 
special chapter : it may however here be 
stated that the walls of the medullary 
canal give rise not only to the central 
nervous system but to the peripheral also. 

Mesoblast. The mesoblast was left 
as two lateral plates continuous behind 
with the undifferentiated cells of the 
caudal swellings. 

The cells composing them become 
arranged in two layers (fig. 20 C, Ip), a 
splanchnic layer adjoining the hypoblast, 
and a somatic layer adjoining the epi- 
blast. Between these two layers there is 



soon developed in the region of the head Fig. 21. Transverse sec- 
a well-marked cavity (fig. 20 A, pp) which tion through the trunk of an 

1 .1 x* J * Xu ' EMRRYO SLIGHTLY OLDER THAN 

IS subsequently continued into the region 28 E. 
of the trunk, and forms the primitive nc. neural canal; pr. pos- 

body-cavity, equivalent to the cavity origi- torior root of spinal nerve; x. 
nating as an outgrowth of the archenteron subnotochordal rod; ao, aorta; 

m Amphioxus. The body-cavities of the splanchnic mesoblast ; mp. 
two sides are at first quite independent. muscle-plate; mp\ portion of 
Coincidentally with the appearance of muscle-plate converted into 

differentiation into somatic and splanchnic ^ate ^whiXwill ^ve 

layers the mesoblast plates become in the rise to the vertebral bodies; ai 
region of the trunk partially split by a alimentary tract. 
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series of transverse lines of division into mesoblastic somites. Only 
the dorsal parts of the plates become split in this way, their ventral 
parts remaining quite intact. As a result of this each plate becomes 
divided into a dorsal portion adjoining the medullary canal, which is 
divided into somites, and may be called the vertebral plate, and a 
ventral portion not so divided, which may be called the lateral plate. 

These two parts are at this stage 
quite continuous with each other; 
and the body-cavity originally 
extends uninterruptedly to the 
summit of the vertebral plates 
(fig. 21). 

The next change results in 
the complete separation of the 
vertebral portion of the plate 
from the lateral portion ; there- 
by the upper segmented part of 
the body-cavity becomes i sol ated , 
and separated from the lower 
and unsegmented part. As a 
consequence of this change the 
vertebral plate comes to consist 
of a series of rectangular bodies, 
the mesoblastic somites, each 
composed of two layers, a so- 
matic and a splanchnic, between 
which is the cavity originally continuous with the body-cavity 
(fig. 23, mp). The splanchnic layer of the plates buds off cells to 
form the rudiments of the vertebral bodies which are at first seg- 
mented in the same planes as the mesoblastic somites (fig. 22, Vr). 
The plates themselves remain as the muscle-plates (mjp), and give 
rise to the whole of the voluntary muscular system of the body. 
Between the vertebral and lateral plates there is left a connecting 
isthmus, with a narrow prolongation of the body-cavity (fig. 23 B, st), 
which gives rise (as described in a special chapter) to the segmental 
tubes and to other parts of the excretory system. 

In the meantime the lateral plates of the two sides unite 
ventrally throughout the intestinal and cardiac regions of the body, 
and the two primitively isolated cavities contained in them coalesce. 
In the tail however the plates do not unite ventrally till somewhat 
later, and their contained cavities remain distinct till eventually 
obliterated. 

At first the pericardial cavity is quite continuous with the body- 
cavity ; but it eventually becomes separated from the body-cavity by 
the attachment of the liver to the abdominal wall, and by a horizontal 
septum in which run the two ductus Cuvieri (fig. 23 A, sv). Two 
perforations in this septum (fig. 23 A) leave the cavities in permanent 
communication. 



Fig, 22. Horizontal section through 

THE TRUNK OP AN EMBRYO OF SCYLLIUM CON- 
SIDERABLY YOUNGER THAN 28 F. 

The section is taken at the level of the 
notochord, and shews the separation of the 
cells to form the vertebral bodies from the 
muscle-plates. 

c?i. notochord; ^ 5 ?. epiblast ; Fr. rudiment 
of vertebral body; mp. muscle-plate; mp . 
portion of muscle-plate already differentiated 
into longitudinal muscles. 
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The parts derived from the two layers of the mesoblast (not 
including special organs or the vascular system) are as follow : — 
From the somatic layer are formed 

(1) A considerable part of the voluntary muscular system of 

the body. 

(2) The dermis. 

(3) A large part of the intermuscular connective tissue. 

(4) Part of the peritoneal epithelium. 

From the splanchnic layer are formed 

(1) A great part of the voluntary muscular system. 

(2) Part of the intermuscular connective tissue. 

(3) The axial skeleton and surrounding connective tissue. 

(4) The muscular and connective-tissue wall of the alimentary 

tract. 

(5) Part of the peritoneal epithelium. 

A. B. 



Fio. 23. Sections through the trunk op a Scyllium embryo slightly 

YOUNGER THAN 28 F. 


Figure A shews the separation of the bodj'-cavity from the pericardial cavity by 
a horizontal septum in which runs the ductus Cuvieri ; on the left side is seen the 
narrow passage which remains connecting the two cavities. Fig. B through a posterior 
part of the trunk shews the origin of the segmental tubes and of the primitive ova. 

sp.c. spinal canal; W. white matter .of spinal cord; pr. commissure connecting 
the posterior nerve-roots ; ch. notochord; x, sub-notochordal rod; ao, aorta; sinus 
venosus; cav. cardinal vein; ht, heart; pp. body-cavity; pc. pericardial cavity ; m, 
solid oesophagus; L liver; mp, muscle-plate; mp', inner layer of muscle -plate; Vr. rudi- 
ment of vertebral body; st, segmental tube; sd, segmental duct; sp.u. spiral valve; 
V, subintestinal vein. 

In the region of the head the mesoblast does not at first become 
divided into somites ; but on the formation of the gill clefts a division 
takes place, which is apparently equivalent to the segmentation 
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of the mesoblast in the trunk. This division causes the body-cavity 
of the head to be divided up into a series of separate segments, 
one of which is shewn in fig. 24, pp. The walls of the segments 

eventually give rise to the main 
muscles of the branchial clefts, 
and probably also to the muscles 
of the mandibular arch, of the 
eye, and of other parts. The 
cephalic sections of the body- 
cavity will be spoken of as 
head cavities. 

In addition to the parts al- 
ready mentioned the mesoblast 
gives rise to the whole of the 
vascular system, and to the 
generative system. The heart 
is formed from part of the 
splanchnic mesoblast, and the generative system from a portion of the 
mesoblast of the dorsal part of the body-cavity. 

The hypoblast. Very shortly after the formation of the meso- 
blastic plates as lateral differentiations of the lower layer cells, an 
axial differentiation of the hypoblast appears, which gives rise to the 
notochord very much in the same way as in Amphioxus. 

At first the hypoblast along the axial line forms a single layer in 
contact with the epiblast. Along this line a rod-like thickening of 
the hypoblast very soon appears (fig. 25, B and C, Ch') at the 
head end of the embryo, and gradually extends backwards. This is 
the rudiment of the notochord ; it remains attached for some time to 
the hypoblast, and becomes separated from it first at the head end of 
the embryo (fig. 25 A, ch ) : the separation is then carried backwards. 

A series of sections taken through an embryo shortly after the first 
difierentiation of tlio notochord presents the following characters. 

In the hindermost sections the liypoblast retains a perfectly normal 
structure and uniform thickness throughout. In the next few sections (fig. 
25 C, GJt) a slight thickening is to be observed in it, immediately below 
the medullary groove. The layer, which elsewhere is composed of a single 
row of cells, here becomes two cells deep, but no sign of a division into two 
layers is exhibited. 

In the next few sections the thickening of the hyi)oblast becomes much 
more pronounced; we have, in fact, a ridge projecting from the hypoblast 
towards the epiblast (fig. 25 B, GJi), This ridge is pressed firmly against 
the epiblast, and causes in it a slight indentation. The hypoblast in the 
region of the ridge is formed of two layers of cells, the ridge being entirely 
due to the uppermost of the two. 

In sections in front of this a cylindrical rod, which can at once be 
recognised as the notochord, and is continuous with the ridge just described, 
begins to be split off from the hypoblast (fig. 25 A, Gh). It is difficult to 
say at what point the^ separation of this rod from the hypoblast is com- 



Fig. 24 . Horizontal section through 

THE LAST VISCERAL ARCH BUT ONE OF AN 
EMBRYO OP PrISTIURUS. 

ep. epiblast; vc, pouch of hypoblast 
which will form the walls of a visceral cleft ; 
pp. segment of body-cavity in visceral arch ; 
aa, aortic arch. 
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pleted, since all intermediate gradations between complete separation and 
complete attachment are to be seen. 

Shortly after the separation takes place, a fairly thick bridge is 
found connecting the two 



lateral halves of the hypo- . 

blast, but this bridge is an- ^ 

teriorly excessively delicate 
and thin, and in some cases 
is barely visible except with 
high powers. In some sec- 
tions I have observed possi- 
ble indications of the pro- ^ ^ 

cess like that described by 
Calberla for Petronyzon, by ^ 
which the lateral parts of 
the hypoblast grow in under- 
neath the axial part, and so 

isolate it bodily as the noto- C in ma 

chord. ‘ 

It is not absolutely < 

clear whether the noto- 
chord is to be regarded as Pio, 25 . Three sections of a Pristiurus 
an axial differentiation of embryo slightly older than fig. 28 B. 



, ma 


the hypoblast, or as an 
axial ditferentiation of the 
lower layer cells. 

The facts of develop- 
ment both in Amphioxus 


The sections shew the development of the noto- 
chord. 

C/i. notochord; C/i'. developing notochord ; ing. 
medullary groove; lj>. lateral plate of mesoblast; 
eit. epiblast; hy, hypoblast. 


and Elasmobranchii tend towards the former view ; but the nearly 
simultaneous differentiation of the notochord and the mesoblastic 


plates lends some support to the supposition that the notochord may 
be merety a median plate of mesoblast developed slightly later than 
the two lateral plates. 

The alimentary canaj or mesenteron was left as a space between 
the hypoblast and the yolk, ending blindly in front, but opening 
behind by a widish aperture, the blastopore or anus of Rusconi (^ide 
fig. 19 B). 

The conversion of this irregular cavity into a closed canal com- 
mences first of all at the anterior extremity. In this conversion two 
distinct processes are concerned. One of these is a process of folding 
oflf of the embryo from the blastoderm. The other is a simple growth 
of cells independent of any fold. To the first of these processes 
the depth and narrowness of the alimentary cavity is due ; the second 
is concerned in forming its ventral wall. The process of the folding 
off of the embryo from the blastoderm resembles exactly the similar 
process in the embryo bird. The fold is a perfectly continuous one 
round the front end of the embryo, but may be conveniently spoken 
of as composed of a head-fold and two lateral folds. 
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Fio. 26 . Hkction tuiiuuqu tuk 
ANTEBIOR PART OP A PrISTIUUUS 
liMBIlYO TO BHEW THE FORMATION 
OP THE ALIMENTARY TRACT. 

Ch. notochord; hy. hypoblast 
al. alimentary tract ; na. cells 
passing in from the yolh to form 
the ventral wall of the alimentary 
tract, 


Of far greater interest than the nature of these folds is the forma- 
tion of the ventral wall of the alimentary canal. This originates in 
a growth of cells from the two sides to the middle line (fig. 26). 

The cells for it are not however mainly 
derived from pre-existinghypoblast cells, 
but are formed de novo around the nuclei 
of the yolk which have already been 
spoken of (fig. 26, na). The ventral 
wall of the mesenteron is in fact, to a 
large extent at any rate, formed as a 
differentiation of the primitive yolk 
floor. 

The folding off" and closing of the 
alimentary canal in the anterior part of 
the body proceeds rapidly, and not only 
is a considerable tract of the alimentary 
canal formed, but a great part of the 
head is completely folded off" from the 
yolk before the medullary groove is 
closed. 

The posterior part of the alimentary canal retains for a longer time 
its primitive condition. Finally however it also becomes closed in, 
by the lips of the blastopore at the hind end of the embryo meeting 
and uniting. The peculiarity of the closing in of the posterior part 
of the alimentary canal consists in the fact that a similar continuity 
to that in Am phi ox us obtains between the neural and alimentary canals. 

This is due to the medullary folds being 
continuous at the end of the tail with the 
lips of the blastopore, which close in the 
hind end of the alimentary canal ; so that, 
when the medullary folds unite to form a 
canal, this canal becomes continuous with 
the alimentary canal, which is closed in at 
the same time. In other words, the me- 
dullary folds assist in enveloping the blas- 
topore which does not therefore become ab- 
solutely closed, but opens into the floor of 
the neural canal. It will afterwards be 
shewn that it is only the posterior part of the 
blastopore that becomes closed during the 
above process, and that the anterior and 
ventral part long remains open. The general 
arrangement of the parts, at the time when 
the hind end of the mesenteron is first closed, 
is shewn in fig. 27. The same points may be 
seen in the diagrammatic longitudinal section fig. 1.9 C. 

The middle portion of the alimentary tract is the last to be closed 
in, since it remains till late in embryonic life as the umbilical or 



a/' 

r'lO. 27. IjDN'IiH L 
VERTICAL SECTIDN 1)1' AN IlM- 
1 J 11 V 0 SLi ( i 1 1 r I . ^ Y I ) UN QER THAN 
THAT IN JKf. 211 D. 

The sLM!tioii shews the 
cniiiiiiuiiieiition which exists 
between the neural anil ali- 
mentary canals. 

7ir‘. neural canal; ah ali- 
mentary tract; Ch. noto- 
chnnl; Ts. tail swelling. 
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vitelline canal, connecting the yolk sack with the alimentary cavity. 
The umbilical canal falls into the alimentary 
tract immediately behind the entrance of the 
hepatic duct. 

At a fairly early stage of development a 
rod is constricted off from the dorsal wall of 
the alimentary canal (figs. 27* and 23 x)y which 
is known as the subnotochordal rod. It is 
placed immediately below the notochord, and 
disappears during embryonic life. 

General features of the Elasmobranch embryo 
at successive stages. 

Shortly after the three germinal layers be- 
come definitely established, the rudiment of the 
embryo, as visible from the surface, consists of 
an oblong plate, which extends inwards from 
the periphery of the blastoderm, and is bound- 
ed on its inner side by a head-fold and two 
lateral folds (fig. 28 B). This plate is the me- 
dullary plate ; along its axial line is a shallow 
groove — the medullary groove {mg). The ru- 
diment of the embryo rapidly increases in 
length, and takes a spatula-like form (fig. 28 C). 

The front part of it, turned away from the edge 
of the blastoderm, soon becomes dilated into a 
broad plate, — the cephalic plate (Ji ) — while the 
tail end at the edge of the blastoderm is also 
enlarged, being formed of a pair of swellings — 
the tail swellings {ts) — derived from the lateral 
parts of the original embryonic rim. By this 
stage a certain number of mesoblastic somites 
have become formed but are not shewn in my figure. They are the 
foremost somites of the trunk, and those behind them continue to be 
added, like the segments in Chsetopods, between the last formed somite 
and the end of the body. The increase in length oijAie body mainly 
takes place by growth in the region between the last mesoblastic 
somite and the end of the tail. The anterior part of the body is 
now completely folded off from the blastoderm, and the medullary 
groove of the earlier stage has become converted into a closed 
canal. 

By the next stage (fig. 28 D) the embryo has become so much 
folded off from the yolk both in front and behind that the separate 
parts of it begin to be easily recognizable. 

The embryo is attached to the yolk by a distinct stalk or cord, 
which in the succeeding stages gradually narrows and elongates, and 
is known as the umbilical cord (so. s.). The medullary canal has now 



Fig. 27*. Trans- 
verse SECTION THROUGH 
THE TAIL REGION OP A 
PRISTIURUS EMBRYO OP 
THE SAME AGE AS FIG. 28 
E. 

df. dorsal fin; sp.c. 
spinal cord; pp. body- 
cavity ; sp. splanchnic 
layer of mesoblast; so. 
somatic layer of meso- 
blast; mp. commencing 
differentiation of mus- 
cles; ch. notochord; x. 
subnotochordal rod aris- 
ing as an outgrowth of 
the dorsal wall of the 
alimentary tract ; al, ali- 
mentary tract. 
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become completely closed. The anterior region constitutes the brain ; 
and in this part slight constrictions, not perceptible in views of the 
embryo as a transparent object, mark oif three vesicles. These 
vesicles are known as the fore, mid, and hind brain. From the fore- 
brain there is an outgrowth on each side, the first rudiment of the 
optic vesicles (op). The tail swellings are still conspicuous. 

The tissues of the body have now become fairly transparent, and 
there may be seen at the sides of the body seventeen mesoblastic 



Fig. 28 . Views of Elasmobranch embryos. 

A — F. Pristiurus. G. and H. Scyllium. 

A. A blastoderm before the formation of the medullary plate, bc. segmentation 
cavity; bb, embryonfc swelling, 

B. A somewhat older blastoderm in which the medullary groove has been es- 
tablished. mg. medullary groove. 

C. An embryo from the dorsal surface, as an opaque object, after the medullary 
groove has become posteriorly converted into a tube, mg, medullary groove: the 
reference line points very nearly to the junction between the open medullary groove 
with the medullary tube; h, cephalic plate; Ib, tail swelling. 

D. Side view of a somewhat older embryo as a transparent object, ch. notochord; 
op. optic vesicle; I.v.e. Ist visceral cleft; al. alimentary tract; so.a. stalk connecting 
the yolk-sack with the embryo. 

E. Side view of an older embryo as a transparent object, mp. muscle-plates; 
au.v, auditory vesicle; vc. visceral cleft; ht. heart; m. mouth invagination ; an. anal 
diverticulum; al.v, posterior vesicle of post-anal gut. 

F. G. H. Older embryos as opaque objects. 
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somites. The notochord, which was formed long before the stage repre- 
sented in figure 28 D, is now also distinctly visible. It extends from 
almost the extreme posterior to the anterior end of the embryo, and 
lies between the ventral wall of the spinal canal and the dorsal wall 
of the intestine. Round its posterior end the neural and alimen- 
tary tracts become continuous with each other. Anteriorly the 
termination of the notochord cannot be seen, it can only be traced 
into a mass of mesoblast at the base of the brain, which there 
separates the epiblast from the hypoblast. The alimentary canal (al) 
is completely closed anteriorly and posteriorly, though still widely 
open to the yolk-sack in the middle part of its course. In the region 
of the head it exhibits on each side a slight bulging outwards, the 
rudiment of the first visceral cleft. This is represented in the figure 
by two lines (i. -y.c.). 

The embryo represented in fig. 28 E is far larger than the one 
just described, but it has not been convenient to represent this increase 
of size in the figure. Accompanying this increase in size, the folding 
off from *the yolk has considerably progressed, and the stalk which 
unites the embryo with the yolk is proportionately narrower and 
longer than before. 

The brain is now very distinctly divided into the three lobes, the 
rudiments of which appeared during the last stage. From the fore- 
most of these the optic vesicles now present themselves as well- 
marked lateral outgrowths, towards which there has appeared an 
involution from the external skin (op) to form the lens. 

A fresh organ of sense, the auditory sack, now for the first time 
becomes visible as a shallow pit in the external skin on each side of 
the hind-brain (au.v). The epiblast which is involuted to form this 
pit becomes much thickened, and thereby the opacity, indicated in 
the figure, is produced. 

The mesoblastic somites have greatly increased in number by 
the formation of fresh somites in the tail. Thirty-eight of them 
were present in the embryo figured. The mesoblast at the base of 
the brain is more bulky, and there is still a mass of unsegmented 
mesoblast which forms the tail swellings. The first rudiment of the 
heart (ht) becomes visible during this stage as a cavity between the 
mesoblast of the splanchnopleure and the hypoblast. , 

The fore and hind guts are now longer than they were. An inva- 
gination from the exterior to form the mouth has appeared (m) on 
the ventral side of the head close to the base of the thalamence- 
phalon. The upper end of this eventually becomes constricted off as 
the pituitary body, and an indication of the future position of the 
anus is afforded by a slight diverticulum of the hind gut towards the 
exterior, some little distance from the posterior end of the embryo 
(an). The portion of the alimentary canal behind this point, though 
at this stage large, and even dilated into a vesicle at its posterior end 
(alv), becomes eventually completely atrophied. It is known as 
the postanal gut. In the region of the throat the rudiment of a 
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second visceral cleft has appeared behind the first ; neither of them 
is as yet open to the exterior. 

In a somewhat older embryo the first spontaneous movements 
take place, and consist in somewhat rapid excursions of the embryo 
from side to side, produced by a serpentine motion of the body. 

A. ventral flexure of the prseoral part of the head, known as the 
cranial flexure, which commenced in earlier stages (fig. 28 D and E), 
has now become very evident, and the mid-brain^ begins to project 
in the same manner as in the embryo fowl on the third day, and 
will soon form the anterior termination of the long axis of the 
embryo. The fore-brain has increased in size and distinctness, and 
the anterior part of it may now be looked on as the unpaired rudi- 
ment of the cerebral hemispheres. 

Further changes have taken place in the organs of sense, especially 
in the eye, in which the involution for the lens has made considerable 
progress. The number of the muscle-plates has again increased, but 
there is still a region of unsegmented mesoblast in the tail. The 
thickened portions of mesoblast, which caused the tail swellings, are 

still to be seen, and would 



seem to act as the reserve 
from which is drawn the 
matterfor the rapid growth 
of the tail, which occurs 
soon after this. The mass 
of the mesoblast at the 
base of the brain has 
again increased. No fresh 
features of interest are to 
be seen in the notochord. 
The heart is very much 
more conspicuous than be- 
fore, and its commencing 
flexure is very apparent. 
It now beats actively. 
The post-anal gut is much 
longer than during the 
last stage ; and the point 


Fia. 28*. Four sections through the post- 
anal PART OF THE TAIL OF AN EMBRYO OF THE SAME 
AGE AS FIG. 28 F. 

A. is the posterior section, 
nc. neural canal; al. post-anal gut; alv. caudal 
vesicle of post-anal gut ; x. subnotochord rod; mp. 
muscle-plate; ch. notochord; cl.al. cloaca; ao. 
aorta; v.cau. caudal vein. 


where the anus will ap- 
pear is very easily detected 
by a bulging out of the 
gut towards the external 
skin. The alimentary 
vesicle at the end of the 
post-anal gut, first observ- 


^ The part of the brain which I have here called mid-brain, and which imquestion- 
ably corresponds to the part called mid-brain in the embryos of higher vertebrates, 
becomes in the adult what Miklucho-Maclay and Gegenbaur called the vesicle of the 
third ventricle or thalamencephalon. 
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able during the last stage, is now a more conspicuous -organ. There 
are three visceral cleCts, none of which are as yet open to the exterior. 

Figure 28 F represents a considerably older embryo viewed as an 
opaque object, and fig. 20 A is a view of the head as a transparent 
object. The stalk connecting it with the yolk is now, comparatively 
speaking, quite narrow, and is of siijfficient length to permit the 
embryo to execute considerable movements. 

The tail has grown immensely, but is still dilated terminally. 
The terminal dilatation is mainly due to the alimentary vesicle (fig. 28^ 
alv)^ but the postanal section of the alimentary tract in front of this 
is now a solid cord of cells. Both the alimentary vesicle and this cord 
very soon disappear. Their relations are shewn in section in fig. 28^. 

The two pairs of limbs 
have appeared as differen- 
tiations of a continuous but 
not very conspicuous epi- 
blastic thickening, which 
is probably the rudiment 
of a lateral fin. The an- 
terior pair is situated just 
at the front end of the 
umbilical stalk ; and the 
posterior 2 )air, which is the 
later developed and less 
consi3icuous of the two, is 
situated son\e little dis- 
tance behind the stalk. 

The cranial flexure has 
greatly increased, and the 
angle between the long 
axis of the front part of 
the head and of the body 
is less than a right angle. 

The conspicuous mid-brain 
(20 A, mb) forms the an- 
terior termination of the 20. Views op the head op Elasmo- 

long axis of the body. The branch embryos at two stages as transparent 
thin roof of the fourth ven- objects. 
tricle (]ih) may be noticed 28 

in the figure behind the B. Somewhat older Scyllium embryo, 
mid-brain. The auditory lll, third nerve; V. fifth nerve; Vll, seventh 



sack {au,V) is nearly closed, 
and its opening is not 
shewn in the figure. In 


nerve; aii.ii. auditory nerve ; gl. glossopharyngeal 
neiTe; F^. vagus nerve ; /6. fore-brain ; pw. pineal 
gland; mi. mid-brain ; /i6. hind-brain; iv.v. fourth 
ventricle ; ch. cerebellum ; ol. olfactory pit ; op. 


the eye {op) the lens is 
completely formed. The 
olfactory pit {ol) is seen a 


eye; au.V. auditory vesicle ; m. mesoblast at bare 
of brain; ch. notochord; ht. heart; Vc. visceral 
clefts; eg. external gills; pp. sections of body- 
cavity in the head. 


little in front of the eye. 


B. E. TT. 


4 
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GENERAL GROWTH OF THE EMBRYO, 


Owing to the opacity of the embryo, the muscle-plates are only 
indistinctly indicated in fig. 28 F, and no other features of the meso- 
blast are to be seen. 

The mouth is now a deep pit, the hind borders of which are 
almost completely formed by a thickening in front of the first 
branchial or visceral cleft, which may be called the first branchial arch 
or mandibular arch. 

Four branchial clefts are now visible, all of which are open to the 
exterior, but in the embryo, viewed as a transparent object, two more, 
not open to the exterior, are visible behind the last of these. 

Between each of these and behind the last one there is a thicken- 
ing of the mesoblast which gives rise to a branchial arch. The arch 
between the first and second cleft is known as the hyoid arch. 

Fig. 29 B is a representation of the head of a slightly older embryo 
in which papillae may be seen in the front wall of the second, third, 
and fourth branchial clefts : these papillae are the commencements of 
filiform processes which grow out from the gill-clefts and form ex- 
ternal gills. The peculiar ventral curvature of the anterior end of tho 
notochord (cl\) both in this and in the preceding figure deserves notice. 

A peculiar featui'e in the anatomy makes its appearance at this period, 
viz. the replacement of the original hollow cesophagus by a solid cord of 
cells (fig. 23 A, (es) in which a lumen does not reappear till very much 
later. I have found that in some Teleostei (the Salmon) long after 
they are hatched a similar solidity in the cesophagus is present. It 
appears not impossible that this feature in the cesophagus may be connected 
with the fact that in the ancestors of the present types the oesophagus 
was perforated by gill slits ; and that in the process of embryonic abbrevia- 
tion the stage with the perforated cesophagus became replaced by a stage 
with a cord of indifferent cells (the oesophagus being in the embryo quite 
functionless) out of which the non-perforated oesophagus was directly formed. 
In the higher types the process of development appeal’s to have become quite 
direct. 

By this stage all the parts of the embryo have become established, 
and in the succeeding stages the features characteristic of the genus 
and species are gradually, acquired. 

Two embryos of Scylliura are represented in fig. 28 G and H, 
the head and anterior part of the trunk being represented in fig. G, 
and the whole embryo at a much later stage in fig. H. 

In both of these, and especially in the second, an apparent 
diminution of the cranial flexure is very marked. This diminution 
is due to the increase in the size of the cerebral hemispheres, which 
grow upwards and forwards, and press the original fore-brain against 
the mid-brain behind. 

In fig. G the rudiments of the nasal sacks are clearly visible as 
small open pits. 

The first cleft is no longer similar to the rest, but by the closure 
of the lower part has commenced to be metamorphosed into the 
spiracle. 
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Accompanying the change in position of the first cleft, the man- 
dibular arch has begun to bend round so as to enclose the front as 
well as the sides of the mouth. By this change in the mandibular 
arch the mouth becomes narrowed in an antero-posterior direction. 

In fig. H are seen the long filiform external gills which now pro- 
ject out from all the visceral clefts, including the spiracle. They 
are attached to the front wall of the spiracle, to both walls of the 
next four clefts, and to the front wall of the last cleft. They have 
very possibly become specially developed to facilitate respiration 
within the egg ; and they disappear before the close of larval life. 

When the young of Scyllium and other Sharks are hatched they 
have all the external characters of the adult. In Raja and Torpedo 
the early stages, up to the acquirement of a shark-like form, are 
similar to those in the Selachoidei, but during the later embryonic 
stages the body gradually flattens out, and assumes the adult form, 
which is thus clearly shewn to be a secondary acquirement. 

An embryonic gill-cleft behind the last present in the adult is 
found (Wyman, No. 54) in the embryo of Raja batis. 

The unpaired fins are developed in Elasmobranchs as a fold 
of skin on the dorsal side, which is continued round the end of the 
tail along the ventral side to the anus. Local developments of this 
give rise to the dorsal and anal fins. The caudal fin is at first 
symmetrical, but a special lower lobe grows out and gives to it a 
heterocercal character. 

Enclosure of the yolk- sack and its relation to the embryo. 

The blastoderm at the stage represented in fig. 28 A and B forms 
a small and nearly circular patch on the surface of the yolk, composed 
of epiblast and lower layer cells. While the body of the embryo is 
gradually being moulded this patch grows till it envelopes the yolk ; 
the growth is not uniform, but is less rapid in the immediate neigh- 
bourhood of the embryonic part of the blastoderm than elsewhere. 
As a consequence of this, that part of the edge, to which the embryo 
is attached, forms a bay in the otherwise regular outline of the edge 
of the blastoderm, and by the time that about two-thirds of the 
yolk is enclosed this bay is very conspicuous. It is shewn in fig. 
30 A, where hi points to the blastoderm, and yk to the part of the 
yolk not yet covered by the blastoderm. The embryo at this time 
is only connected with the yolk-sack by a narrow umbilical cord ; 
but, as shewn in the figure, is still attached to the edge of the 
blastoderm. 

Shortly subsequent to this the bay in the blastoderm, at the 
head of which the embryo is attached, becomes obliterated by its 
two sides coming together and coalescing. The embryo then ceases 
to be attached at the edge of the blastoderm. But a linear streak 
formed by the coalesced edges of the blastoderm is left connecting the 
embryo with the edge of the blastoderm. This streak is probably 

4—2 
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FORMATION OF THE YOLK-SACK. 


anfilnijous to (though not genetically related with) the primitive 
str oak in the Amniuta. 


This stage is represented in fig. 30 B. In this figure there is 

only a small patch of yolk 



FlO. 30. Tlllt];E Mi:w.s OE the VITKTiLUS of 
AN ELASMDDnATs L'll, HJIllWlNt; Till: EilOllYO, THE 
lifj.V.STOnKHM, AND THE VEBSELa OF THE YOLK-BACK. 

The shadeil part (&?) is the blast □(icrro; the 
white part the uncovered yolk. 


{yk) not yet enclosed, which 
is situated at s>)me little 
dislance Indiind the embryo. 
Throughout all this period 
the edge of the blastoderm 
has remained tliickened : a 
feature which persists till 
the complete investment of 
the yolk, which takes place 
shortly after the stage last 
described. In this thickened 
edge a circular vein arises 
which brings back the blood 
from the yolk-sack to the 
embryo. The opening in 
the blastoderm, exposing the 
portion of the yolk not yet 
covered, may be conveni- 
ently called the yolk blas- 
topore. It is interesting to 
notice that, owing to the 
large size of the yolk in 
Elasmobranchs, the poster] or 
part of the primitive blas- 
topore becomes encircled by 
the medullary folds and tail- 
swellings, and is so closed 
long before the anterior and 
more ventral part, which is 
represented by the uncover- 
ed portion of the yolk. It 
is also worth remarking that, 
owing to the embryo be- 
coming removed from the 
edge of the blastoderm, the 


A. Young stage with the embryo still at- 
tached at the edge of the blastoderm. 

B. Older stage with the yolk not quite en- 
closed by the blastoderm. 

C. Stage after the complete enclosure of the 
yolk. 

2/ /c. yolk; hi. blastoderm; r. venous trunks 
of yolk-sack; ii. arterial trunks of yolk-sack; 
y. point of closure of the yolk blastopore; x. por- 
tion of the blastoderm outside the arterial sinus 
terminalis. 


final closure of the yolk 
blastopore takes place at 
some little distance from the 
embryo. 

The blastoderm enclos- 
ing the yolk is formed of an 
external layer of epiblast, 
a layer of mesoblast below 
in which the hlood-vcvssels 
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are developed, and within this a layer of hypoblast, which is especially 
well marked and ciliated (Leydig, No. 46) in the umbilical stalk, where 
it lines the canal leading from the yolk-sack to the intestine. In the 
region of the yolk-sack proper the blastoderm is so thin that it is 
not easy to be quite sure that a layer of hypoblast is throughout dis- 
tinct. Both the hypoblast and mesoblast of the yolk-sack are formed 
by a differentiation of the primitive lower layer cells. 

Nutriment from the yolk-sack is brought to the embryo partly 
through the umbilical canal and so into the intestine, and partly by 
means of blood-vessels in the mesoblast of the sack. The blood- 
vessels arise before the blastoderm has completely covered the yolk. 

Fig. 30 A represents the earliest stage of the circulation of the 
yolk-sack. At this stage there is visible a single arterial trunk (a) 
passing forwards from the embryo and dividing into two branches. 
No venous trunk could be detected with the simple microscope, but 
probably venous channels were present in the thickened edge of the 
blastoderm. 

In fig. 30 B the circulation is greatly advanced. The blastoderm 
has now nearly completely enveloped the yolk, and there remains 
only a small circular space (^yk) not enclosed by it. The arterial 
trunk is present as before, and divides in front of the embryo into 
two branches which turn backwards and form a nearly complete ring 
round the embryo. In general appearance this ring resembles the 
sinus terminalis of the area vasculosa of the Bird, but in reality bears 
quite a different relation to the circulation. It gives off branches on 
its inner side only. 

A venous system of returning vessels is now fully developed, and 
its relations are very remarkable. There is a main venous ring in 
the thickened edge of the blastoderm, which is connected with the 
embryo by a single stem running along the seam where the edges 
of the blastfjderm have coalesced. Since the venous trunks are only 
developed behind the embryo, it is only the posterior part of the 
arterial ring that gives off branches. 

The succeeding stage (fig. 30 C) is also one of considerable interest. 
The arterial ring has greatly extended, and now embraces nearly half 
the yolk, and scuds off trunks on its inner side along its whole cir- 
cumference. More important changes have taken place in the venous 
system. The blastoderm has now completely enveloped the yolk, and 
the venous ring is therefore reduced to a point. The small veins 
which originally started from it may be observed diverging in a 
brush-like fashion from the termination of tlie unpaired trunk, which 
originally connected the venous ring with tlie heart. 

At a still later stage the arterial ring embraces the whole yolk, 
and, as a result of this vanishes in its turn, as did the venous ring 
before it. There is then present a single arterial and a single venous 
trunk. The arterial trunk is a branch of the dorsal aorta, and the 
venous trunk originally falls into the heart together with the sub- 
intestinal or splanchnic vein. On the formation of the liver the 
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INTERNAL YOLK^SACK. 


proximal end of the subintestinal vein becomes the portal vein, and 
it is joined just as it enters the liver by the venous trunk from the 
yolk -sack. The venous trunk leaves the body on the right side, and 
the arterial on the left. 

The yolk-sack persists during the whole of embryonic life, and in 
the majority of Elasmobraiich embryos there arises within the body 
walls an outgrowth from the umbilical canal into which a large 
amount of the yolk passes. This outgrowth forms an internal yolk- 
sack. In Mustelus vulgaris the internal yolk-sack is very small, and 
in Mustelus Isevis it is absent. The latter species, which is one of 
those in which development takes place within the uterus, presents 
a remarkable peculiarity in that the vascular surface of the yolk-sack 
becomes raised into a number of folds, which fit into corresponding 
depressions in the vascular walls of the uterus. The yolk-sack 
becomes in this way firmly attached to the walls of the uterus, and 
the two together constitute a kind of placenta. A similar placenta 
is found in Carcharias. 

After the embryo is hatched or born, as the case may be, the yolk- 
sack becomes rapidly absorbed. 
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CHAPTER IV. 


TELEOSTEI. 


The majority of the Teleostei deposit their eggs before impregna- 
tion, but some forms are viviparous, e.g. Blennius viviparus. Not a 
few carry their eggs about ; but this operation is with a few exceptions 
performed by the male. In Syngnathus the eggs are carried in a 
brood-pouch of the male situated behind the anus. Amongst the 
Siluroids the male sometimes carries the eggs in the throat above 
the gill clefts. Ostegeniosus militaris, Ari^us falcarius, and Arius 
fissus have this peculiar habit. 

The ovum when laid is usually invested in the zona radiata only, 
though a vitelline membrane is sometimes present in addition, e.g. 
in the Herring. It is in most cases formed of a central yolk 
mass, which may either be composed of a single large vitelline 
sphere, or of distinct yolk spherules. The yolk mass is usually 
invested by a granular protoplasmic layer, which is especially 
thickened at one pole to form the germinal disc. 

In the Herring’s ovum the germinal disc is formed, as in many 
Crustacea, at impregnation; the protoplasm which was previously 
diffused through the egg becoming aggregated at the germinal pole 
and round the periphery. 

Impregnation is external, and on its occurrence a contraction 
of the vitellus takes place, so that a space is formed between the 
vitellus and the zona radiata, which becomes filled with fluid. 

The peculiarities in the development of the Teleostean ovum 
can best be understood by regarding it as an Elasmobranch ovum 
very much reduced in size. It seems in fact very probable that the 
Teleostei are in reality derived from a type of Fish with a much 
larger ovum. The occurrence of a meroblastic segmentation, in spite 
of the ovum being usually smaller than that of Amphibia and Aci- 
penser, etc., in which the segmentation is complete, as well as the solid 
origin of many of the organs, receives its most plausible explanation 
on this hypothesis. 

The proportion of the germinal disc to the whole ovum varies 
considerably. In very small eggs, such as those of the Herring, the 
disc may form as much as a fifth of the whole. 
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SEGMENTATION, 


The segmentation, which is preceded by active movements of the 
germinal disc, is meroblastic. There is nothing very special to note 
with reference to its general features, but while in large ova like 
those of the Salmop the first furrows only penetrate for a certain 
depth through the germinal disc, in small ova like those of the 
Herring, they extend through the whole thickness of the disc. 
During the segmentation a great increase in the bulk of the blas- 
toderm takes place. 

In hardened specimens a small cavity amongst the segmentation 
spheres may be present at any early stage; but it is probably an arti- 
ficial product, and in any case has nothing to do with the true 
segmentation cavity, which does not appear till near the close of 
segmentation. The peripheral layer of granular matter, continuous 
with the germinal disc, does not undergo division, but it becomes 
during the segmentation specially thickened and then spreads itself 
under the edge of the blastoderm ; and, while remaining tliicker in 
this region, gradually grows inwards so as to form a continuous sub- 
blastodermic layer. In this layer nuclei appear, which are equivalent 
to those in the Elasrnobranch ovum, A considerable number of 
these nuclei often become visible simultaneously (van Beneden, 
No. 6o) and they are usually believed to arise spontaneously, though 
this is still doubtful b Around these nuclei portions of protoplasm 
are segmented off*, and cells are thus formed, which enter the blasto- 
derm, and have nearly the same destination as the homologous cells 
of the Elasrnobranch ovum. 

During the later stages of segmentation one end of the blastoderm 
becomes tliickened and forms the embrjmnic swelling ; and a cavity 
appears between the blastoderm and the yolk which is exoentrically 
situated near the non- embryonic part of the blastoderm. This cavity 
is the true segmentation cavity. Both the cavity and the embryonic 
swelling are seen in section in fig. 81 A and B. 

In Leucisens rutilus Baniheke describes a cavity as appearing in the 
middle of the blastoderm during the later stages of segmentation. From 
his figures it might be supposed that this cavity was equivalent to the 
segmentation cavity of Elasmobranchs in its earliest condition, but Bam- 
beke states that it disappears and that it has no connection with the true 
segmentation cavity, Bambeke and other investigators have failed to 
recognize the homology of ilie segmentation cavity in Teleostei with that 
in Elasmobranchii, Amphibia, etc. 

With the appearance of the segmentation cavity the portion of 
the blastoderm which forms its roof becomes thinned out, so that 
the whole blastoderm consists of (1) a thickened edge especially 
prominent at one point where it forms the embryonic swelling, and 
(2) a thinner central portion. The changes which now take place 
result in the differentiation of the embryonic layers, and in the rapid 


^ Vide Vol. I. p. 89. 
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extension of the blastoderm round the yolk, accompanied by a 
diminution in its thickness. 


A 




Fig. 31 . Lonoitut^inal sections through the blastoderm of the 
Trout at an early stage of development. 

A. at the close of the segmentation ; B. after the differentiation of the germinal layers, 
epidermic layer of the epiblast ; sc. segmentation cavity. 

The first differentiation of the layers consists in a single row 
of cells on the surface of the blastoderm becoming distinctly marked 
off as a special layer (fig. 31 A) ; which however does not constitute 
the whole epiblast but only a small part of it which will be spoken 
of as the epidermic layer. The complete differentiation of the 
epiblast is effected by the cells of the thickened edge of the blasto- 
derm becoming divided into two strata (fig. 31 B). The upper 
stratum constitutes the epiblast. It is divided into two layers, viz., 
the external epidermic layer already mentioned, and an internal layer 
known as the nervous layer, formed of several rows of vertically 
arranged cells. According to the unanimous testimony of investi- 
gators the roof of the segmentation cavity is formed of epiblast cells 
only. The lower stratum in the thickened rim of the blastoderm 
is several rows of cells deep, and corresponds with the lower layer 
cells or primitive hypoblast in Elasmobranchii. It is continuous at 
the edge of the blastoderm with the nervous layer of the epiblast. 

In smaller Teleostean eggs there is formed, before the blastoderm 
becomes differentiated into epiblast and lower layer cells, a com- 
plete stratum of cells around the nuclei in the granular layer under- 
neath the blastoderm. This layer is the hypoblast ; and in these 
forms the lower layer cells of the blastoderm are stated to become 
converted into mesoblast only. In the larger Teleostean eggs such as 
those of the Salmonidae, the hypoblast, as in Elasmobranchs, appears 
to be only partially formed from the nuclei of the granular layer. 
In these forms however, as in the smaller Teleostean ova and in 
Elasmobranchii, the cells derived from the granular stratum give rise 
to a more or less complete cellular floor for the segmentation cavity. 
The segmentation cavity thus becomes enclosed between an hypo- 
blastic floor and an epiblastic roof several cells deep. It becomes 
obliterated shortly after the appearance of the medullary plate. 
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FOliMATlON OF THE LAYERS. 


At about the time when the three layers become established the 
embryonic swelling takes a somewhat shield-like form (fig. 33 A). 
Posteriorly it terminates in a caudal prominence [ts) homologous 
with the pair of caudal swellings in Elasmobranchs. The homologue 
of the medullary groove very soon appears as a shallow groove along 
the axial line of the shield. After these changes there takes place 
in the embryonic layers a series of differentiations leading to the 
establishment of the definite organs. These changes are much more 
difficult to follow in the Teleostei than in the Elasmobranchii, owing 
partly to the similarity of the cells of the various layers, and partly 
to the primitive solidity of all the organs. 

The first changes in the epiblast give rise to the central nervous 
system. The epiblast, consisting of the nervous and epidermic strata 
already indicated, becomes thickened along the axis of the embryo 
and forms a keel projecting towards the yolk below : so great is the 
size of this keel in the front part of the embryo that it influences 
the form of the whole body and causes the outline of the surface 
adjoining the yolk to form a strong ridge moulded on the keel of the 
epiblast (fig. 32 A and B). Along the dorsal line of the epiblast 
keel is placed the shallow medullary groove; and according to 
Calberla (No. 6i) the keel is formed by the folding together of 
the two sides of the primitively uniform epiblastic layer. The keel 
becomes gradually constricted off from the external epiblast and 
then forms a solid cord below it. Subsequently there appears in 
this cord a median slit-like canal, which forms the permanent central 
canal of the cerebrospinal cord. The peculiarity in the formation 
of the central nervous system of Teleostei consists in the fact that 
it is not formed by the folding over of the sides of tlie medullary 
groove into a canal, but by the separation, below the medullary 
groove, of a solid cord of epiblast in which the central canal 
is subsequently formed. Various views have been put forward to 
explain the apparently startling difference between Teleostei, with 
which Lepidosteus and Petromyzon agree, and other vertebrate 
forms. The explanations of Gotte and Calberla appear to me to 
contain between them the truth in this matter. The groove above 
in part represents the medullary groove; but the closure of the 
groove is represented by the folding together of the lateral parts of 
the epiblast plate to form the medullary keel. 

According to Gotte this is the whole explanation, but Calberla states 
for Syngnathus and Sal mo that the epidermic layer of the epiblast is 
carried down into the keel as a double layer just as if it had been really 
folded in. This ingrowth of the epidermic layer is shewn in fig. 32 A 
where it is just commencing to |>ass into the keel ; and at a later stage 
in fig. 32 B where the keel has reached its greatest depth. 

Gotte maintains that Calberla’s statements are not to be trusted, and 
I have myself been unable to confirm them for Teleostei or Lepidosteus ; 
but if they could be accepted the difierence in the formation of the 
medullary canal in Teleostei and in other Vertebrata would become 
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altogether unimportant and consist simply in the fact that the ordinary 
open medullary groove is in Teleostei obliterated in its inner part by the 
two sides of the groove coming together. Both layers of epiblast would 
thus have a share in the formation of the central nervous system ; the 
epidermic layer giving rise to the lining epithelial cells of the central 
canal, and the nervous layer to the true nervous tissue. 


The separation of the solid nervous system from the epiblast 
takes place relatively very late and, before it has been completed, 
the first traces of the auditory pits, of the optic vesicles, and of 
the olfactory pits are visible. The auditory pit arises as a solid 
thickening of the nervous layer 
of the epiblast at its point of 
junction with the medullary 
keel; and the optic vesicles 
spring as solid outgrowths 
from part of the keel itself. 

The olfactory pits are barely 
indicated as thickenings of the 
nervous layer of the epiblast. 

At this early stage all the 
organs of special sense are at- 
tached to a layer continuous 
with or forming part of the 



central nervous system ; and 
this fact has led Gotte (No. 63) to 
speak of a special-sense plate, 
belonging to the central nervous 
system and not to the skin, from 
which all the organs of special 
sense are developed ; and to con- 
clude that a serial homology 
exists between these organs in 
their development. A compari- 
son between Teleo.stei and other 
forms shews that this view can- 
not be upheld ; even in Teleostei 
the auditory and olfactory rudi- 
ments arise rather from the 



epiblast at the sides of the brain 
than from the brain itself, while 
the optic vesicles spring from 
the first directly from the me- 
dullary keel, and are therefore 
connected with the central ner- 
vous system rather than with the 
external epiblast. In a slightly 
later stage the different connec- 
tions of the two sets of sense 


FlO. 32. Two TRANSVERSE SECTIONS OF SyN- 
CtNatuus. (After Calberla.) 

A. Younger stage before the definite es- 
tablishment of the notochord. 

13 . Older stage. 

The epidermic layer of the epiblast is re- 
presented in black. 

epidermic layer of epiblast ; me. neural 
cord; %. hypoblast; me, mesoblast; ch, 
notochord. 


organs is conclusively shewn by the fact that, on the separation of the 
central nervous system from the epiblast, the optic vesicles remain attached 
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to the former, while the auditory and olfactory vesicles are continuous with 
the latter. 

After its separation from the central nervous system the remainder 
of the epiblast gives rise to the skin, etc., and most probably the 
epidermic stratum develops into the outer layer of the epidermis and 
the nervous stratum into, the mucous layer. The parts of the organs 
of special sense, which arise from the epiblast, are developed from 
the nervous layer. In the Trout (Oellacher, No. 72 ) both layers are 
continued over the yolk-sack ; but in Clupeus and Gasterosteus only 
the epidermic has this extension. According to Gotte the distinc- 
tion between the two layers becomes lost in the later embryonic 
stages. 

Although it is thoroughly established that the mesoblast ori- 
ginates from the lower of the two layers of the thickened embryonic 
rim, it is nevertheless not quite certain whether it is a continuous 
layer between the epiblast and hypoblast, or whether it forms two 
lateral masses as in Elasmobranchs. The majority of observers take 
the former view, while Calberla is inclined to adopt the latter. 
In the median line of the embryo underneath the medullary groove 
there are undoubtedly from the first certain colls w'hich eventually 
give rise to the notochord ; and it is these cells the nature of which 
is in doubt. They are certainly at first very indistinctly separated 
from the mesoblast on the two sides, and Calberla also finds that 
there is no sharp line separating them from the secondary hypoblast 
(fig. 32 A). Whatever may be the origin of the notochord the 
mesoblast very soon forms two lateral plates, one on each side of 
the body, and between them is placed the notochord (fig. 32 B). 
The general fate of the two mesoblast plates is the same as in Elas- 
mobranchs. They are at first quite solid and exhibit relatively late 
a division into splanchnic and somatic layers, between which is 
placed the primitive body cavity. The dorsal part of the plates 
becomes transversely segmented in the region of the trunk ; and thus 
gives rise to the raesoblastic somites, from which the muscle plates 
and the perichordal parts of the vertebral column are developed. The 
ventral or outer part remains unsegmcnted. The cavity of the ventral 
section becomes the permanent body cavity. It is continued forward 
into the head (Oellacher), and part of it becomes separated off 
from the remainder as the pericardial cavity. 

The hypoblast forms a continuous layer below the mesoblast, and, 
in harmony with the generally confined character of the development 
of the organs in Teleostei, there is no space left between it and the 
yolk to represent the primitive alimentary cavity. The details of the 
formation of the true alimentary tube have not been made out ; it is 
not however formed by a folding in of the lateral jmrts of the hypo- 
blast, but arises as a solid or nearly solid cord in the axial line, 
between the notochord and the yolk, in which a lumen is gradually 
established. 
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In the just hatched larva of an undetermined fresh-water fish with a 
very small yolk-sack I foutid that the yolk extended along the ventral 
side of the embryo from almost the mouth to the end of the gut. The gut 
had, except in the hinder part, the form of a solid cord resting in a con- 
cavity of the yolk. In the hinder part of the gut a lumen was present, 
and below this })art the amount of yolk was small and the yolk nuclei 
numerous. Near the limit of its posterior extension the yolk broke up into 
a mass of cells, and the gut ended behind by falling into this mass. These 
incomplete observations appear to shew that the solid gut owes its origin 
in a large measure to nuclei derived from the yolk. 

When the yolk has become completely enveloped a postanal 
section of gut undoubtedly becomes formed; and although, owing 
to the solid condition of the central nervous system, a communication 
between the neural and alimentary canals cannot at first take place, 
yet the terminal vesicle of the postanal gut of Elasmobranchii is repre- 
sented by a large vesicle, originally discovered by Kupffer (No. 68), 
which can easily be seen in the embryos of most Teleostei, but the 
relations of which have not been satisfactorily worked out {vide fig. 
34, hyv). As the tail end of the embryo becomes separated off from 
the yolk the postanal vesicle atrophies. 

General development of the Embryo. Attention has already 
been called to the fact that the embryo first appears as a thickening 
of the edge of the blastoderm which soon assumes a somewhat shield- 
like form (fig. 33 A). The hinder end of the embryo, which is placed 
at the edge of the blastoderm, is somewhat prominent, and forms the 
caudal swelling {ts). The axis of the embryo is marked by a shallow 
groove. 

The body now rapidly elongates, and at the same time becomes 



Fig. 33. Three stages in the development of the Salmon. (After His.) 

U, tail-swelling ; aw.v. auditory vesicle ; oc. optic vesicle ; ce, cerebral rudiment ; 
m.6. mid-brain; ch. cerebellum; md. medulla oblongata; wi.so. mesoblastio somite. 
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considerably narrower, while the groove along the axis becomes shal- 
lower and disappears. The anterior, and at first proportionately a 
very large part, soon becomes distinguished as the cephalic region 
(fig. 33 B). The medullary cord in this region becomes very early 
divided into three indistinctly separated lobes, representing the fore, 
the mid, and the hind brains : of these the anterior is the smallest. 
With it are connected the optic vesicles (oc) — solid at first — which 
are pushed back into the region of the mid-brain. 

The trunk grows in the usual way by the addition of fresh somites 
behind. 

After the yolk has become completely enveloped by the blastoderm 
the tail becomes folded off, and the same process takes place at the 
front end of the embryo. The free tail end of the embryo continues 
to grow, remaining however closely applied to the yolk-sack, round 
which it curls itself to an extent varying with the species (vide 
fig. 34). 

The general growth of the embryo during the later stages pre- 
sents a few special features of interest. 
The head is remarkable for the small 
apparent amount of the cranial flexure. 
This is probably due to the late de- 
velopment of the cerebral hemispheres. 
The flexure of the floor of the brain 
is however quite as considerable in 
the Teleostei as in other types. The 
gill clefts develop from before back- 
wards. The first cleft is the hyoman- 
dibular, and behind this there are the 
hyobranchial and finir branchial clefts. 
Simultaneously with the clefts there 
are developed the branchial arches. 
The postoral arches formed are the 
mandibular, hyoid and five branchial 
arches. In the case of the Salmon all 
of these appear before hatching. 

The first cleft closes up very early (about the time of hatching in 
the Salmon) ; and about the same time there springs a membranous 
fold from the hyoid arch, which gradually grows backwards over the 
arches following, and gives rise to the operculum. There appear 
in the Salmon shortly before hatching double rows of papillae on 
the four anterior arches behind the hyoid. They are the rudiments 
of the branchiae. They reach a considerable length before they 
are covered in by the opercular membrane. In Cobitis (Gotte, 
No. 64 ) they appear in young larvae as filiform processes equivalent 
to the external gills of Elasmobranchs. The extremities of these 
processes atrophy; while the basal portions become the permanent 
gill lamellae. The general relation of the clefts, after the closure of 
the hyomandibular, is shewn in fig. 35. 



FlO. 34 . \ IKW OF AN ADVANCED 

EMBRYO OF A HkRRINO IN THE ICOG. 

(After Kupffer.) 

oc. eye; ht. heart; hyv. post- 
anal vesicle ; ch. notochord. 
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The air-bladder is formed as a dorsal outgrowth of the alimentary tract 
very slightly in front of the liver. It grows in between the two limbs of 
the mesentery, in which it ex- 
tends itself backwards. It ap- 
pears in the Salmon, Carp, and 
other types to originate rather 
on the right side of the median 
dorsal line, but whether this fact 
has any special significance is 
rather doubtful. In the Salmon 
and Trout it is formed consider- 
ably later than the liver, but the 
two are stated by Von Baer to 
arise in the Carp nearly at the 
same time. The absence of a pneu- 
matic duct in the Physoclisti is 
due to a post-larval atrophy. The 
region of the stomach is reduced 
almost to nothing in the larva. 

The oesophagus becomes solid, like that of Elasmobranchs, and remains 
so for a considerable period after hatching. 

The liver, in the earliest stage in wdiich I have met with it in the 
Trout (27 days after impregnation), is a solid ventral diverticulum of the 
intestine, which in the region of the liver is itself without a lumen. 

The excretory system commences with the formation of a segmental 
duct, formed by a constriction of the parietal wall of the peritoneal cavity. 
The anterior end remains open to the body cavity, and forms a pronephros 
(head kidney). On the inner side of and opposite this opening a glomerulus 
is developed, and the part of the body cavity containing both the glomerulus 
and the opening of the pronephros becomes shut off from the remainder 
of the body cavity, and forms a completely closed Malpighian capsule. 

The mesonephros (Wolffian body) is late in developing. 

The unpaired fins arise as simple folds of the skin along the 
dorsal and ventral edges, continuous with each other round the 
end of the tail. The ventral fold ends anteriorly at the anus. 

The dorsal and anal fins are developed from this fold by local hyper- 
trophy. The caudal fin\ however, undergoes a more complicated 
metamorphosis. It is at first symmetrical or nearly so on the dorsal 
and ventral sides of the hinder end of the notochord. This symmetry 
is not long retained, but very soon the ventral part of the fin with 
its fin rays becomes much more developed than the dorsal part, and 
at the same time the posterior part of the notochord bends up towards 
the dorsal side. 

In some few cases, e.g. Gadus, Salmo, owing to the simultaneous 
appearance of a number of fin rays on the dorsal and ventral side of 
the notochord the external symmetry of the tail is not interfered 
with in the above processes. In most instances this is far from 
being the case. 

^ In addition to the paper by Alex. Agassiz (No. 55) vide papers by Huxley, Eolliker, 
Vogt, etc. 



Fm. 3«>. DlAfiRAMMATIC VIEW OF THE HEAD 
OP AN EMBRYO TkLKOSTBAN, WITH THE PRIMI- 
TIVE VASCULAR TRUNKS. (From Gegenbaur.) 

a. auricle; r. ventricle; ahr, branchial 
artery; c\ carotid; ad» aorta; «. branchial 
clefts; .«?/'. sinus veuosus; dc. ductus Cuvieri; 
a. nasal pit. 
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In the Flounder, which may serve as a type, the primitive sym- 
metry is very soon destroyed by the appearance of fin rays on the 
ventral side. The region where they are present soon forms a lobe ; 
and an externally heterocercal tail is produced (fig. 36 A). The 
ventral lobe with its rays continues to grow more prominent and 
causes the tail fin to become bilobed (fig. 36 B) ; there being a dorsal 
embryonic lobe without fin rays (c), which contains the notochord, and 
a ventral lobe with fin rays, which will form the permanent caudal fin. 
In this condition the tail fin resembles the usual Elasmobranch 

form or still more that of some 
Ganoids, e,g. the Sturgeon. The 
c ventral lobe continues to develop ; 
and soon projects beyond the dorsal, 
which gradually atrophies together 
with the notochord contained in it, 
and finally disappears leaving hardly 
B. a trace on the dorsal side of the 




Fig. 86. Three stages in the de- 
velopment OP THE TAIL OP THE FlOUNDBR 
(Pleuboneotes). (After Agassiz.) 

A. Stage in which the permanent 
caudal fin has commenced to be visible 
as an enlargement of the ventral side of 
the embryonic caudal fin. 

B. Ganoid-like stage in which there 
is a true external heterocercal tail. 

0. Stage in which the embryonic 
caudal fin has almost completely atro- 
phied. 

c. embryonic caudal fin ; /. perma- 
nent caudal fin; n, notochord; u, uro- 
style. 


tail (fig. 36 C, c). In the mean- 
time the fin rays of the ventral 
lobe gradually become parallel to 
the axis of the body ; and this lobe, 
together with a few accessory dorsal 
and ventral fin rays supported by 
neural and haemal processes, forms 
the permanent tail fin, which though 
internally unsym metrical, assumes 
an externally symmetrical form. 
The upturned end of the notochord 
which was originally continued into 
the primitive dorsal lobe becomes 
ensheathed in a bone without a 
division into separate vertebrae. 
This bone forms the urostyle (w). The 
haemal processes belonging to it are 
represented by two cartilaginous 
masses, which subsequently ossify, 
forming the hypural bones, and 
supporting the primary fin rays of 
the tail (fig. 36 C). The ultimate 
changes of the notochord and uro- 
style vary very considerably in the 
different types of Teleostei. Tele- 
ostei may fairly be described as 
passing through an Elasmobranch 
stage or a stage like that of most 


pre-jurassic Ganoids or the Stur- 
geon as far as concerns their caudal fin. 

The anterior paired fins arise before the posterior ; and there do 
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not appear to be any such indications as in Elasmobranchii of the 
paired fins arising as parts of a continuous lateral fin. 

Most osseous fishes pass through more or less considerable post-em- 
bryouic changes, the most remarkable of which are those undergone by the 
PleuronectidsB ^ These fishes, which in the adult state have the eyes 
unsymmetrically placed on one side of the head, leave the egg like normal 
Teleostei. In the majority of cases as they become older the eye on the 
side, which in the adult is without an eye, travels a little forward and 
then gradually rotates over the dorsal side of the head, till finally it comes 
to lie on the same side as the other eye. During this process the rotating 
eye always remains at the surface and continues functional ; and on the 
two eyes coming to the same side of the head the side of the body without 
an organ of vision loses its pigment cells, and becomes colourless. 

The dorsal fin, after the rotation of the eye, grows forward beyond 
the level of the eyes. In the genus Plagusia (Steenstrup, Agassiz, No. 5 6) the 
dorsal tin grows forward before the rotation of the eye (the right eye in 
this form), and causes some modifications in the process. The eye in 
travelling round gradually sinks into the tissues of the head, at the base 
of the fin above the frontal bone ; and in this process the original large 
opening of the orbit becomes much reduced. Boon a fresh opening on 
the opposite and left side of the dorsal fin is formed ; so that the orbit has 
two external openings one on the left and one on the right side. The 
original one on the right soon atrophies, and the eye passes through the 
tissues at the base of the dorsal fin completely to the left side. 

The rotating eye may be either the right or the left according to the 
species. 

The most remarkable feature in which the young of a large number of 
Teleostei differ from the adults is the possession of provisiojial s})ines, very 
often formed as osseous spinous projections the s])aeeB between which 
become filled up in the adult. These processes are probably, as suggested 
by Giinther, secondary developments acquired, like tlie Zocea spines of 
larval Crustaceans, for purposes of defence. 

The yolk-sack varies greatly in size in the different types of 
Teleostei. 

According as it is enclosed within the body- wall, or forms a distinct 
ventral appendage, it is spoken of by Von Baer as an internal or external 
yolk-sack. By Yon Baer the yolk-sack is stated to remain in communica- 
tion with the intestine immediately behind the liver, while Lerebouliet 
states that there is a vitelline pedicle opening between the stomach and 
the liver which persists till the absorption of the yolk-sack. My own 
observations do not fully confirm either of these statements for the Salmon 
and Trout. So far as I have been able to make out, all communication 
between the yolk-sack and the alimentar}^ tract is coiufdetely obliterated 
very early. In the Trout the communication between the two is shut ofi‘ 
before hatching, and in the just-hatched Salmon I can find no trace of any 
vitelline pedicle. 'Jhe absorption of the yolk would seem therefore to be 
efieoted entii^ely by blood-vessels. 


B. E. II. 


1 Vide Agassiz (No. 56) and Steenstrup, Malm. 
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The yolk-sack persists long after hatcning, and is gradually 
absorbed. There is during the stages either just before hatching or 
shortly subsequent to hatching (Cyprinus) a rich vascular develop- 
ment in the mesoblast of the yolk-sack. The blood is at first con- 
tained in lacunar spaces, but subsequently it becomes confined to 
definite channels. As to its exact relations to the vascular system 
of the embryo more observations seem to be required. 

The following account is given by Rathke (No. 72*) and Lereboullet 
(No. 71). At first a subintestinal vein {vide chapter on Circulation) falls 
into the lacunae of the yolk-sack, and the blood from these is brought back 
direct to the heart. At a later period, when the liver is developed, the 
subintestinal vessel breaks up into capillaries in the liver, thence passes 
into the yolk-sack, and from this to the heart. An artery arising from 
the aorta penetrates the liver, and there breaks up into capillaries con- 
tinuous with those of the yolk-sack. This vessel is perhaps the equiva- 
lent of tlie artery which supplies the yolk-sack in Elasinobranchii, but it 
seems possible tliat tliere is some error in the above description. 
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CHAPTER V. 

OYCLOSTOMATA*. 


Petromyzon is the only type of this degenerated but primitive 
group of Fishes the development of which has been as yet studied 
The development does not however throw any light on the rela- 
tionships of the group. The similarity of the moutli and other parts 
of Petromyzon to those of the Tadpole probably indicates that 
there existed a common ancestral form for the Cyclostoraata and 
Amphibia. Embryology does not however add anything to tlje anato- 
mical evidence on tliis subject. The fact of the segmentation being 
complete was at one time supposed to indicate an affinity between 
the two groups; but the discovery that the segmentation is also com- 
plete in the Ganoids deprives this feature in the development of any 
special weight. In the formation of the layers and in most other 
developmental characters there is nothingto imply a special relation- 
ship with the Amphibia, and in the mode of formation of the nervous 
system Petromyzon exljibits a peculiar modification, otherwise only 
known to occur in Teleostei and Lepidosteus. 

Dohrn® was the first to bring into prominence the degenerate character 
of the Cyclostomata. I cannot however assent to his view that they are 
descended from a relatively highly-organized type of Fish. It appears to 
me almost certain that they belong to a group of fishes in which a true 
skeleton of branchial bars had not become developed, the branchial skele- 

^ The following classification of the Cyclostomata is employed in the present 
chapter ; 

!• Hyperoartia ©x- Petromyzon. 
n. Hyperotreta ex. Myxine, Bdellostoma. 

2 The present chapter is in the main founded upon observations which I was able to 
make in the spring of 1880 upon the development of Petromyzon Planeri. Mr Scott 
veiy kindly looked over my proof-sheets and made a number of valuable suggestions, 
and also sent me an early copy of his preliminary note (No. 87), which I have been 
able to make use of in correcting my proof-sheets. 

* Der Unprung d. Wirbelthiere, etc. Leipzig, 1875, 
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ton they possess being simply an extra>branchial system ; while I see no 
reason to suppose that a true branchial skeleton has disappeared. If the 
primitive Oyclostomata had not true branchial bars, they could not have 
had jaws, because jaws are essentially developed from the mandibular 
branchial bar. These considerations, 'which are supported by numerous 
other features of their anatomy, such as the character of the axial skeleton, 
the straightness of the intestinal tube, the presence of a siibintestinal vein 
etc., all tend to prove that these fishes are remnants of a primitive and 
prsegnathostomatous group. The few surviving members of the groufi 
have probably owed their preservation to their parasitic or semiparasitic 
habits, while the group as a whole probably disappeared on the appearance 
of gnathostomatous Vertebrata. 


The ripe ovum of Petromyzon Planeri is a slightly oval body of 
about 1 mm. in diameter. It is mainly formed of an opaque nearly 
white yolk, invested by a membrane composed of an inner puforated 
layer, and an outer structureless layer. There appears to be a 
j)ore perforating the inner layer at the formative pole, which may be 
called a micropyle (Kupffer and Benecke, No. 79 ). Enclosing tlie 
egg-membranes there is present a mucous envelope, which causes the 
egg, when laid, to adhere to stones or other objects. 

Impregnation is effected by the male attaching itself by its sucto- 
rial mouth to the female. The attached couple then shake together; 
and, as they do so, they respectively emit from their abdominal pores 
ova and spermatozoa which pass into a bole previously made\ 

The segmentation is total and unequal, and closely resembles 
that in the Frog’s egg (Vol. r. p. 78). The upper pole is very slightly 
whiter than the lower. A 
segmentation cavity is formed 
very early, and is placed be- 
tween the small cells of tlie 
upper pole and the laige cells 
of the lower pole. It is pro- 
portionately larger than in the 
Frog; and the roof eventually 
thins out so as to be 'formed 
of a single row of small cells. 

At the sides of the segmenta- 
tion cavity there are always 
several rows of small cells, 
which gradually merge into 
the larger cells of the lower 
pole of the egg. The segmen- 
tation is completed iii about 
fifty hours. 

The segmentation is fol- 



Fia. S7. IjONGITUinNAL VEUTICAI. HKCTiON 
THUOU(iin AN EMBRYO OF PeTROMYZON PlANKRI 
OF 136 HOURS. 

me, mesoblust; yk, yolk-cells; al, aliiiien- 
tary tract; hi, blastopore; s,c, segmentation 
cavity. 


' Artificial impregnation may be elTectcd without difficulty by squeezing out into the 
same vessel the ova and spermatozoa of a ripe female and male. The fertilized eggs 
are easily reared. Petromyzon Planeri breeds during the second half of April. 
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lowed by an asymmetrical invagination (fig. 37) which leads to a 
mode of formation of the hypoblast fundamentally similar to that in 
the Frog. The process has been in the main correctly described by 
M. Schultze (No. 8i). 

On the border between the large and small cells of the embryo, 
at a point slightly below the segmentation cavity, a small circular 
pit appears; the roof of which is formed by an infolding of the 
small cells, while the floor is formed of the large cells. This pit is 
the commencing mesenteron. It soon grows deeper (fig. 37, al) and 
extends as a well-defined tube (shewn in transverse section in fig. 38, 
al) in the direction of the segmentation cavity. In the course of the 



FlO. 38. TraNSVKKSE section THItOlKill A PkTKOMYZON embryo 160 HOURS AFTER 

IMPREGNATION. 

ep. epiblast; al, mesenteron; yk, yolk-cclls; ms, inesoblast. 


formation of the mesenteron the segmentation cavity gradually 
becomes smaller, and is finally (about the 200th hour) obliterated. 
The roof of the mesenteron is formed by the continued invagination 
of small cells, and its floor is composed of large yolk-cells. The wide 
external opening is arched over dorsally by a somewhat prominent 
lip — the homolugue of the embryonic rim. The opening persists 
till nearly the time of hatching ; but eventually becomes closed, 
and is not converted into the permanent anus. On the formation of 
the mesenteron the hypoblast is composed of two groups of cells, 
(1) the yolk-cells, and (2) the cells forming the roof of the mesen- 
teron. 

While the above changes are taking place, the small cells, or as 
they may now be called the epiblast cells, gradually spread over the 
large yolk-cells, as in normal types of epibolic invagination. The 
growth over the yolk-cells is not symmetrical, but is most rapid in 
the meridian opposite the opening of the alimentary cavity, so that 
the latter is left in a bay (cf. Elasmobranchii, p. 51). The epibolic 
invagination takes place as in Molluscs and many other forms, not 
simply by the division of pre-existing epiblast cells, but by the forma- 
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tion of fresh epiblast cells* from the yolk cells (fig. 37) ; and till after 
the complete enclosure of the yolk cells there is never present a sharp 
line of demarcation between the two groups of cells. By the time 
that the segmentation cavity is obliterated the whole yolk is enclosed 
by the epiblast. The yolk cells adjoining the opening of the mesen- 
teron are the latest to be covered in, and on their enclosure this 
opening constitutes the whole of the blastopore. The epiblast is 
composed of a single row of columnar cells. 

Mesoblast and notochord. During the above changes the meso- 
blast becomes established. It arises, as in Elasmobranchs, in the 
form of two plates derived from the primitive hypoblast. During the 
invagination to form the mesenteron some of the hypoblast cells on 
each side of the invaginated layer become smaller, and marked off as 
two imperfect plates (fig. 38, 7tis), It is difficult to say whether 
tliese plates are entirely derived from invaginated cells, or are m part 
directly formed from the pre-existing yolk cells, but I am inclined to 
adopt the latter view ; the ventral extension of the mesoblast plates 
undoubtedly takes place at the expense of the yolk cells. The meso- 
blast plates soon become more definite, and form (fig. 39, ms) well- 
defined Structures, triangular in 
section, on the two sides of the 
middle line. 

At the time the mesoblast is 
first formed the hypoblast cells, 
which roof the mesenteron, are 
often imperfectly two layers 
thick (fig. 38). They soon how- 
ever become constituted of a 
single layer only. When the 
mesoblast is fairly established, 
the lateral parts of the hypo- 
blast grow inwards underneath 
the axial part, so that the latter 
(fig. 39, cA) first becomes isolated 
as an axial cord, and is next in- 
closed between the medullary 
cord (lie) (which has by this time 
been formed) and a continuous 
sheet of hypoblast below (fig. 40). 

Hero its cells divide and it becomes the notochord. The notochord is 
thus bodily formed out of the axial portion of the primitive hypoblast. 
Its mode of origin may be compared with that in Amphioxus, in 
which an axial fold of the archeiiteric wall is constricted off as the 
notochord. The above features in the development of the notochord 
were first established by Calberla^ (No. 78). 



Fio. 39. Tuansverse section tiirouijh 

AN EMBRYO OF PkTROMYZON PlANERI OF 20S 
HOURS. 

The figure illustrates the formation of 
the neural cord and of the notochord. 

ms, mesoblast; n.c. neural cord; ch. noto- 
chord; yk, yolk cells; al, alimentary canal. 


^ In Calberla^s figure, shewing the development of the notochord, the limits of 
mesoblast and hypoblast are wrongly indicated. 
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Oenm^al history of the development. Up to about the time when 
the enclosure of the hypoblast by the epiblast is completed, no 

external traces are visible of any 



of the organs of the embryo; 
but about this time, i,e, about 
180 hours after impregnation, 
the rudiment of the medullary 
plate becomes established, as a 
linear streak extending forwards 
from the blastopore over fully 
one half the circumference of 


Fig. 40. Transverse section through 

PART OF AN EMBRYO OP PETROMYZON PLANERI 
OF 256 HOURS. 

77/.C. medullary cord; ch, uotocliord; al, 
alimentary canal; vi». mesoblastic plate. 


the embryo. The medullary 
plate first contains a shallow 
median groove, but it is con- 
verted into the medullary cord, 
not in the usual vertebrate 


fashion, but, as first shewn by Calberla, in a manner much more 
closely resembling the formation of the medullary cord in Teleostei. 
Along tlie line of the median groove the epiblast becomes thickened 
and forms a kind of keel projecting inwards towards the hypoblast 
(fig. 39, nc). This keel is the rudiment of the medullary cord. It 
soon becomes more prominent, the median groove in it disappears, and 
it becomes separated from the epiblast as a solid cord (fig. 40, me). 

By this time the whole embryo has become more elongated, and 
on the dorsal surface is placed a ridge formed by the projection of the 
medullary cord. At the lip of the blastopore the medullary cord is 
continuous with the hypoblast, thus forming the rudiment of a neur- 
enteric canal. 


Calberla gives a similar account of the formation of the neural canal 
to that which he gives for the Teleostei {vide p. 59). 

He states that the epiblast becomes divided into two layers, of which 
the outer is involuted into the neural cord, a median slit in the involution 
representing the neural groove. The eventual neural canal is stated to 
be lined by the involuted colls. Scott (No. 87 ) fully confirms Calberla on 
this point, and, although my own sections do not clearly shew an involu- 
tion of the outer layer of epiblast cells, the testimony of these two 
observers must no doubt be accepted on this point. 


Shortly after the complete establishment of the neural cord the 
elongation of the embryo proceeds with great rapidity. The pro- 
cesses in this growth are shewn in fig. 41, A, B, and C. The cephalic 
portion (A, c) first becomes distinct, forming an anterior protuberance 
free from yolk. About the time it is formed the mesoblastic plates 
begin to be divided into somites, but the embryo is so opaque that 
this process can only be studied in sections. Shortly afterwards an 
axial lumen appears in the centre of the neural cord, in the same 
manner as in Teleostei. 

The general elongation of the embryo continues rapidly, and, as 
shewn in my figures, the anterior end is applied to the ventral 
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surface or of the yolk (B), With the growth of the embryo 
the yolk becomes entirely confined to the posterior part. This 





Fig. 41 . Four stages in the development of Petromyzon. 

(After Owsjannikoff.) 

c. cepbalic extremity; hi. blastopore; oj>. optic vesicle; au.v. auditory vesicle; 
hr.c. branchial clefts. 

part is accordingly greatly dilated, and might easily be mistaken 
for the head. The position of the yolk gives to the embryo a very 
peculiar appearance. The apparent difference between it and the 
embryos of other Fishes in the position of the yolk is due in the 
main to the fact that the postanal portion of the tail is late in 
developing, and always small. As the embryo grows longer it 
becomes spirally coiled within the egg shell. Before hatching the 
mesoblastic somites become distinctly marked (C). 

The hatching takes place at between 13 — 21 days after im- 
pregnation ; the period varying according to the temperature. 

During the above changes in the external form of the embryo, the 
development of the various organs makes great progress. This is 
especially the case in the head. The brain becomes distinct from the 
spinal cord, and the auditory sacks and the optic vesicles of the eye 
become formed. The branchial region of the mesenteron becomes 
established, and causes a dilatation of the anterior part of the body, 
and the branchial pouches grow out from the throat. The anus 
becomes formed, and a neurenteric canal is also established (Scott). 
The nature of these and other changes will best be understood by a 
description of the structure of the just-hatched larva. The general 
appearance of the larva immediately after hatching is shewn in fig. 
41, D. The body is somewhat curved; the posterior extremity being 
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jtnuch dilated with yolk, while the anterior is very thin. All the cells 
still contain yolk particles, which render the embryo very opaque. 
The larva only exhibits slow movements, and is not capable of swiin- 
ming about. 

The structure of the head is shewn in figs. 42 and 43. Fig. 42 is a 
section through a very young larva, while fig. 43 is taken from a larva 
three days after hatching, and shews the parts with considerably 
greater detail. 

On the ventral side of the head is placed the oral opening (fig. 
43 , m) leading into a large stomodseum which is still without a com- 
munication with the mesenteron. Ventrally the stomodseum is 
prolonged for a considerable distance under the anterior part of the 
mesenteron. Immediately behind the stomodseum is placed the bran- 
chial region of the mesenteron. Laterally it is produced on each side 
into seven or perhaps eight branchial pouches (fig. 43, 6r.c), which 
extend outwards nearly to the skin but are not yet open. Between 
the successive pouches are placed mesoblastic segments, of the 
same nature and structure as the walls of the head cavities in the em- 
bryos of Elasmobrauchs, and like them enclosing a central cavity. A 
similar structure is placed behind the last, and two similar structures 
in front of the first persistent pouch. This pouch is situated in the 
same vertical line as the auditory sack (aw.i;), and would appear there- 
fore to be the hyo-branchial cleft ; and this identification is confirmed 



Fig. 42. Diagrammatic vertical hection of a just-iiatched larva of 
Petromyzon. (From Gegenbaur; after Calberla.) 

». mouth ; o', olfactory pit ; v. septum between Btomodteum and mesenteron ; 
thyroid involution ; n. spinal cord ; ch. notochord ; c. heart ; a. auditory vesicle. 

by the fact of two head cavities being present in front of it. At the 
front end of the branchial region of the mesenteron is placed a thickened 
ridge of tissue, which, on the opening of the passage between the 
stomodajum and the mesenteron, forms a partial septum between the 
two, and is known as the velum (fig. 43, tv). ) 

According to Scott (No. 87) a hyoraandibular pouch forming the eighth 
pouch is formed in front of the pouch already defined as the hyobran- 
chial. It disappears early and does not acquire gill folds \ The tissue 

^ Scott informs me that he has been unable to find the hyomandibular pouch in 
larvas larger than 4*8 mm. My material of the stages when it should be present is 
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forming tJn^ lino of insortiou of tin? vi*Jiiin appo:irs to me to rejji'osoiit llio 
mandibiilai' aroh. The grounds for this view are the following : 



Fin. - 13 . .DiArii; wnr-VTii; vKii riiwi. si- f Tin\ Tiiiiiiriiii 'i irj-: jo’ah nv a i.ahva hk 

'I'Ik* liirvii lijiil In fii hatflu’il tlin c [l:i.vs. av}ih -I'M mm. in TliP npiii- iiiiil 

■iiuililovy vesii-Jrs iivf' sii]iiiiisi!il tn Ik* sik'II tliniiiL^li Uil* tissnoH. Tin.* li ttn’ tv jiniiiLiiit? 
til Lln'. liiisi’ uT llii^ vi'lmii is whcj t* Scnl.l. li-lii^vi'S lIu; liyinnaiiililiiiliir uliil’t ti.i bn siUiatml. 

c.h. iM'j nliriil Jif'iiiisplicrr; ^//. npl in tli;iliOiiiiK ; /J». iurviiiililiuliiiii; jni. iiinnfvl ^diuiil; 
nth. niiil-liviiiu ; rlt. i'i‘ri.*li(jllu?ii ; ind. nicdnlla ulilineoitii; ffir.r. uiiilitnry vnsii.'b* ; nji. 
iiptic. yiisiL'lii; i:j/. iiiraiMiiiy pil; m. lunntli ; hr.r. bniiiL’Iiiiil puiiulins; tli. Lliyniid 
iiiv.iluiitiii ; r.KiJ. vi'iiLi'ji] siiirtii; /l^ vniitriide of hnart; cli. iioiucliiiril. 

(1) The stniuture in (|ui‘.stion has e.nfcflf/ the jiosition usually occujned 
by the mandihiilar arch. 

(l^) Thi re is iii-i*seiit in bile larva; (iihoul 20 days after hatching) an 
arterial v i*SM*h continural from the ventral ]irolonga,tinii of the hulbus 
arteriosus along the insmtion of the velum towards the dorsal aorta-j 
which has the relatiuns of a true branchial arlory. 

C On the; ventral asja'ot of the branchial rogion is placed a sack 
(ligs. 42, li, aiul 4:}, th), which extends from the IVniit end of the branchial 
region to the fourth elel'l.^ At first it rnnstitiitcs a groove opening 
into the tln-oal above (fig. 44), but soon theopi'iiiiig heennies nai rowed 
to a pore phu eil between the suLMind and tliird of the parnunient 
hrariehi.-d imiulies (fig. 4:{, th). In Anininemtes* the simple tube 
heenmes divided, and assumes n very conijilical ed form, though still 
retaining its opening into the biiuiebial ri'gion of tin; Lliroat. ( In the 
adult it foiTus a gland iihii' mass nmleriieatli the Inanchial region of 
the throat ecpiivalent to the thy roid gland of higher V ertehrate.s. f 


siiiiii'wlmt. spMiily, blit I liavd as yi*L, very liki-ly owiii}; io tlu* iiiijii rfi-ctimi dI my 
iicilriial, l)i*KJi iiUiibln tj iiinl Srnlt’s liynnunulilmliir puiirli ritliL'i in my si iir 

surfaue-vii'ws. Jliixlcy dcsiirilii-s lliis piiui-li as pi rsunt in tin*, ruini i.if a ivli Ct in bOur 
Btagea ; 1 Iuink laileil to fiml bis rlrft iilsu. 'J'lio vrs-si’l iiiU’rpi’ttiHl l.u'luw iis llic 
hrancliial inti'iy uf tho inaiiililnilai’ avuli \yiis indy impuiJVi.'tJy iiivi‘sli;^}ilril by iiir, ami 
I. was imt sm i* dI' my intiTpri'liiiiniis iibuut it. Hiailt liowuvur iiifinms im; by Irttir Unit 
it is nmliiiibti'illy [iirsrnt. 

' Kiibiii'iilrr (Nn. S^) stal l's Hint in the full-Krnwii Amimipu trs tin* iipniiint^ is siUiateil 
butwcBU thf Ibinl luiii IVnirLb jmiuliL-s. This is uin tiiiidy uni truu fiu' tlu; larva. 
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t-Oa the ventral aspect of th^ head, and immediately in front of 
the month, is placed the olfactory pit (fig. 43, oi).\ It is from the 
first unpairedy and in jnst-hatched larvae simply forms A shallow groove 
of thickened epiblast at the base of the front of the brain. By the 
stage represented in fig. 43 the ventral part of the original groove is 
prolonged into a pit, extending backwards beneath the brain nearly 
up to the infundibulum. 

( On the side of the head, nearly on a level with the front end of 
the notochord, is placed the eye (fig. 43, op). It is constituted (figs. 
45 and 46) of a very shallow optic cup with a thick outer (retinal) 
layer, and a thin inner choroid layer. In contact with the retinal layer 
is placed trie lens. The latter is formed as an invagination of the 
skin ; to which it is still attached in the just-hatched larva (fig. 45). 
The eye only differs at this stage from that of other Vertebrata in its 

extraordinarily small size, and 
the rudimentary character of its 
constituent parts. 

The auditory sack is a large 
vesicle (fig. 43, au.v.)y placed at 
the side of the brain opposite the 
first persistent branchial pouch. 

The brain is formed of the 
usual vertebrate parts', but is 
characterized by the very slight 
cranial flexure. The fore-brain 
consists (fig. 43) of a thalamen- 
ceplialon [th) and an undivided 
cerebral rudiment (c.A). To the 
roof of the thalamencephalon is attached a flattened sack {p7i) which 
is probably the pineal gland. The floor is prolonged into an infundi- 
bulum (in) which contains a prolongation of tlie third ventricle. 
'I'he lateral walls of the cerebral rudiment are much thickened. 

Behind the thalamencephalon follows the mid-brain {mb)y the 
sides of which form the optic lobes, and behind this again the hind- 
brain (md ) ; the front border of the roof of which is thickened to 
form the cerebellum (cb). The medulla passes without any marked 
line of demarcation into the spinal cord. ^ 

The histological differentiation of the brain has already proceeded 
to some extent ; and it has in the main the same character as the 
spinal cord. fBefore the larva has been hatched very long a lateral 
invCwStment of white matter is present throughout. The notochord (ch) 
is continued forwards in the head to the hinder border of the infun- 
dibulum.^ It is slightly flexed anteriorly. 

( From the hinder border of the auditory region to the end of the 
branchial region the mesoblast is dorsally divided into myotonies, 

1 Max Schultze’s statements as to the structure and histology of the brain are 
very inadequate in tlie present state of our knowledge. 



Fig. 44. Diagh vrimatic tiunsvkrsk sko- 

TIONS THROUGH THK HRANCHI\L inSGION OF A 
YOUNG LARVA OF PKTROMYZON. (Fl'Om Ge- 

genbiiur; after Calberla.) 

d. branchial region of throat. 
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which nearly, though not quite, correspond in number with the bran- 
chial pouclies.^ 

The growth of the myo tomes would seem, a»s might be anticipated from 
their independent innervation, not to be 


related to that of the branchial pouches, 
so that there is a want of correspondence 
between these parts, the extent of which 
varies at different periods of life. The re- 
lation between the two in an old larva is 
shewn in fig. 47. 

The head of the larva of Petromyzon 
differs very strikingly in general appear- 
ance from that of the normal Vertebrata. 
This is at once shewn by a comparison 
of fig. 43 with fig. 29. The most im- 
portant difference between the two is 
due to the absence of a pronounced 
cranial flexure in Petromyzon; an ab- 
sence which is in its turn probably 
caused by the small develojnnent of the 
fore-brain. 



Fio. 45. HonrzoNTAL section 

THROUGH THE HEAD OF A JUST 
HA'J’CHED LARVA OF PeTROMYZON 


The stomodieum of Petromyzon 3 S development of the 

••11 1 ’x * 1 I’lIE EYE. 

surprisingly large, and its size and ^ i i i 

Structure in this type militate against optic veHido; /. Jens of eye; h.c. 
the view of some embryologists that head cavity, 
the stomoduMim originated from the 
coalescence of a pair of branchial pouches. 

[ In the region of the trunk there is present an uninterrupted 
dorsal fin continuous with a ventral fin round the end of the tail. 


There is a well-developed body cavity, which is especially dilated 
in front, in the part whicli afterwards becomes the pericardinm. In 
this region is placed the nearly straight heart, divided into an auricle 
and ventricle (figs. 42 and 43), the latter 


continued forwards into a bulbus arteri- 
osus. 

The myotonies are now very numerous 
(about 57, including those of the head, in 
a three days’ larva). They are separated 
by septa, but do not fill up the whole space 
between the septa, and have a peculiar 
wavy outline. The notochoi tl is provided 
with a distinct sheath, and below it is 



placed a subnotochordal rod. 

The alimentary canal consists of a 
narrow anterior section free from yolk, 
and a posterior region, the walls of which 
are largely swollen with yolk. The an- 


Fio. 46. Eye of a i.arva of 
Petromyzon nine days after 

HATCHING. 

1. lens; r. retina. 

The section passes through 
one side of the lens. 


78 


GENERAL DEVELOPMENT, 


terior section corresponds to the region of the oesophagus and 
stomach, but exhibits no distinction of parts. Immediately behind 
this point the alimentary canal dilates considerably, and on the ventral 
side is placed the opening of a single large sack, which forms the 
commencement of the liver. The walls of the hepatic sack are 
posteriorly united to the yolk-cells. At the region where the hepatic 
sack opens into the alimentary tract the latter dilates considerably. 

The posterior part of the alimentary tract still constitutes a kind 
of yolk sack, the ventral wall being enormously thick and formed of 
several layers of yolk-cells. The dorsal wall is very thin. 

The excretory system is composed of two segmental ducts, each con- 
nected in front with a well-developed pronephros (head-kidney), with 
about five ciliated funnels opening into the pericardial region of the 
body cavity. The segmental ducts in the larvae open behind into 
the cloacal section of the alimeiitar}^ tract. 

The development of the larva takes place with considerable rapidity. 
The yolk becomes absorbed and the larva becomes accordingly more 
transparent. It generally lies upon its side, and resembles in general 
appearance and habit a minute Amphioxus. It is soon able to swim 
with vigour, but usually, unless disturbed, is during the day quite 
quiescent, and chooses by preference the darkest situations. It soon 
straightens out, and, with the disappearance of the yolk, the tail 



Fio. 47. Head op a labva op Petromyzon six weeks old. 

(Altered from Max Schultze.) 

au.v. auditory vesicle; op. optic vesicle ; oZ. olfactory pit; u\, upper lip; ll, lower 
lip; or.p. papillas at side of mouth; v. velum; 5r.8. extra branchial skeleton; 1 — 7. bran- 
chial clefts. 

becomes narrower than the head. A large caudal fin becomes 
developed,.;/ 

When the larva is about twenty days old, it bears in most ana- 
tomical features a close resemblance to an Ammocoetes ; though the 
histological differences between my oldest larva (29 days) and even 
very young Ammocoetes are considerable. 

^ The mouth undergoes important changes. The upper lip becomes much 
more prominent, forming of itself the anterior end of the body (fig. 47, vl). 
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The opeiiiii;5 of the nasal pit is in this way relatively thrown back, and at 
the same time is caused to assume a dorsal positioiiA This will be at once 
understood by a comparison of fig. 43 with fig. 47.^ On the inner side of 
the oral cavity a ring of papillae is formed (fig. 47, or.p^ Dorsally these 
papillae are continued forward as a linear streak on the under side of the 
upper lip. CA communication between the oral cavity and the branchial 
sack is very soon established^ 

(Llhe gill pouches gradually become enlarged p but it is some time 
before their small external openings are established. ^Their walls, which 
are entirely lined by hypoblast, become raised in folds, forming the 
branchial lamellse.^ The walls of the head cavities between them become 
resolved into the contractors and dilators of the branchial sacks. The 
extra-branchial basketwork becomes established very early^(it is present 
in the larva of 6 millimetres, about 9 days after hatching and is shewn 
in an older larva in fig. 47, hr.s. It is nob so complicated in these young 
larvse as in the Ammocoetes, but in Max Schnitzels figure, which I have 
reproduced, the dorsal elements of the system are omitted. On the dorsal 
wall of the branchial region a ciliated ridge is formed, which may be homo- 
logous with the ridge on the dorsal wall of the branchial sack of Ascidians. 
It has been described by Schneider in Amrnoccetes. 

With reference to the remainder of the alimentary canal there is but 
little to notice, (^he primitive hepatic diverticulum rapidly sprouts out 
and forms a tubiuar gland. Tlie opening into the duodenum changes from 
a ventral to a lateral or even dorsal position. The duct leads into a gall- 
bladder imbedded in the substance of the liver. Ventrally the liver is 
united with the abdominal wall, but laterally passages are left by which 
the pericardial and body cavities continue to communicate.) 

The greater part of the yolk becomes employed in the formation of the 
intestinal wall. This part of the intestine in a nine days’ larva (6*7 mm.) 
has the form of a cylindrical tube with very thick columnar cells entirely 
filled with yolk particles. The dorsal wall is no longer appreciably thinner 
than the ventral. In the later stages the cells of this part of the intestine 
become gradually less columnar as the yolk is absorbed. 

The fate of the yolk cells in the Lamprey is difierent from that in most 
other Yertebrata with an equally large amount of yolk. They no doubt 
supply nutriment for the growth of the embryo, and although in the 
anterior part of the intestine they become to some extent enclosed in the 
alimentary tract and break up, yet in the posterior part they become 
wholly transformed into the regular epithelium of the intestine. 

On the ninth day a slight fold filled with mesoblastic tissue is visible 
on the dorsal wall of the intestine. This fold appears to travel towards 
the ventral side ; at any rate a similar but better-marked fold is visible in 
a ventro-lateral position at a slightly later period. This fold is the com- 
mencement of the fold which in the adult makes a half spiral, and is no 
doubt equivalent to the spiral valve of Elasmobranchs and Oanoids. It 
contains a prolongation of the coeliac artery, which constitutes at first the 
vitelline artery. 

The nervous system does not undergo during the early larval period 
changes which requii*e a description. 

The opening of the olfactory sack becomes narrowed and ciliated 
(fig. 47, ol). It is carried by the process already mentioned to the dorsal 
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surface of the head. The lumen of the sack is well developed; and lies 
in contact with the base of the fore part of the brain. 

The vascular system presents no very remarkable features. The heart 
is two-chambered and straight. The ventricle is continued forwards as 
a bulbus arteriosus, which divides into two arteries at the thyroid body. 
From the bulbus and its continuations eight branches are given off to the 
gills; and as mentioned above a vessel, probably of the same nature, 
is given off in the region of the velum. The blood from the branchial 
sacks is collected into the dorsal aorta. Some of it is transmitted to the 
head, but the greater part flows backwards under the notochord. 

The venous system consists of the usual anterior and posterior cardinal 
veins which unite on each side into a ductus Cuvieri, and of a great 
sub-intestinal vessel of the same nature as that in embryo Elasmobranclis, 
which persists however in the adult. It breaks up into capillaries in 
the liver, and constitutes therefore the portal vein. From the liver the 
blood is brought by the hepatic vein into the sinus venosus. In addition 
to these vessels there is a remarkable unpaired sub-branchial vein, which 
brings back the blood directly to the heart from the ventral part of the 
branchial region. 


The larva just described does not grow directly 
into CEe adulCT^ut first becomes a larval form, known as Ammocoetes, 
which was supposed to be a distinct species till Aug. Muller (No. 8o) 
made the brilliant discovery of its nature. 



Fig. 48 . Eye of an Ammoccetes lying 

BENEATH THE SKIN. 

ep, epidermis; d.c. dermal connective 
tissue continuous with the sub-dermal con- 
nective tissue {s,d.c), which is also shaded. 
There is no definite boundary to this tissue 
where it surrounds the eye. 

m, muscles; dm, membrane of Descemet; 
I, lens \ v.h, vitreous humor ; r. retina ; rp. 
retinal pigment. 


The Ammocoetes does not 
differ to any marked extent from 
the larva just described. The 
histological elements become 
more differentiated, and a few 
organs reach a fuller develop- 
ment. 

The branchial skeleton becomes 
more developed, and capsules for 
the olfactory sack and auditory 
sacks are established. 

The olfactory sack is nearly 
divided into two by a ventral sep- 
tum. The eye (fig. 48) is much 
more fully developed, but lies a 
long way below the surface. The 
optic cup forms a deep pit, in the 
mouth of which is placed the lens. 
The retinal layers are well de- 
veloped (cf. Langerhans) and the 
outer layer of the optic cup or 
layer of retinal pigment {rp) con- 
tains numerous pigment granules 
especially on its dorsal side. At 
the edge of the optic cup the two 
layers fall into each other. They 
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constitute the commencement of the pigment layer of the iris ; but at this 
stage they are not pigmented. The mesoblast of the iris is hardly 
differentiated. The lens (Z) has the normal structure of the embryonic 
lens of Yertebrata. Tlie inner wall is thick and doubly convex, while the 
outer wall, which will form the anterior epithelium, is very thin. There is a 
large space between the lens and the retina containing the vitreous humour 
(vlt). There is no aqueous humoui*, and the tissues in front of the lens bear but 
little resemblance to those in higher Yertebrata. The cornea is re])resented 
by (1) the epidermis (ep); (2) the dermis (cl.c)\ (3) the sub-dermal connective 
tissue («.dc) which passes without any sharp line of demarcation into the 
dermis; (4) a thick membrane continuous with the choroid which repre- 
sents Desceriiet’s membrane. The sub-dermal connective tissue is continued 
as an investment round the whole eye. There is no S2>ecially differentiated 
sclerotic, and a choroid is only im]>erfectly indicated \ The peculiar 
features of the eye of the young larva of the Amraocmtes are probably due 
to degeneration. 

In the brain the two cerebral hemispheres lie one on each side of the 
anterior end of the thalamencephalon. There are well-defined olfactory 
lobes, and two distinct olfactory nerves are jnosent. 

The excretory system has undergone great changes. A series of seg- 
mental tubes, which first appear in a larva of about 9 mm., becomes 
established behind the pronephros, and in an Ammoccetes of 65 mm. the 
pronephros has begun to atrophy. The generative organs are formed in a 
larva of about 35 mm. Shortly before tlie metamorphosis the portion of 
the cloaca into which the segmental tubes open becomes separated off as a 
distinct urinogenital sinus, the walls of wliich become perforated by the 
two abdominal pores. 


The Animocad^es of Petromyzon Pla- 
iieri lives in the nnid in streams. With- 
out undergoing any marked changes in 
structure it gradually grows larger, and 
after three or four years undergoes a 
metamorphosis. The full-grown larva may 
be as large or even larger than the adult. 
The metamorphosis takes place from Au- 
gust till January. The breeding season 
sets in during tlie second half of April ; 
and shortly after depositing its generative 
products the Lamprey dies. The changes 
which take place in the metamorphosis 
are of a most striking kind. 

The dome-shaped mouth of the larva 
is replaced (fig. 47) by a more definitely 
suctorial mouth with horny cuticular teeth 
(fig. 49). The eyes appear on the surface ; 



Fig, 49. Mouth of Fk- 

TROMYZON MARINUS WITH ITS 
HORNY TEETH. (Froiii Gegeii- 
baur; after Heckel and Kner.) 


^ Langerhans loc. cit. describes the eye of the Ammoccetes in some respects very 
differently from the above. Very probably his description applies to an older 
Ammoccetes. The most important points of difference appear to be (1) that the 
vitreous humour is all but obliterated; (2) that the iris is much better developed. 
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and the dorsal fin becomes more prominent, and is divided into two 
parts. 

Besides these obvious external changes very great modifications 
are effected in almost all the organs, which may be very briefly enu- 
merated. 

1. Very profound changes take place in the skeleton. An 
elaborate system of cartilages is developed in connection with the 
mouth; the cranium itself undergoes important modifications; and 
neural arches become formed. 

2. Considerable changes are effected in the gill pouches, and, 
according to Schneider, whose statements must however be received 
with some caution, the branchial sack becomes detached posteriorly 
from the oesophagus, the oesophagus then sends forwards a prolong- 
ation above the branchial sack which is at first solid. This prolong- 
ation forms the anterior part of the oesophagus of the adult, and joins 
the primitive oral cavity at the velum. The so-called bronchus of 
the ^ult is thus the whole branchial region of the Ainmocoetes, and 
the anterior part of the oesophagus of the adult is an entirely new 
formation. 

3. The posterior part of the alimentary tract of the Ammocoetes 
undergoes partial atrophy. The gall-bladder of the liver is absorbed ; 
and the liver itself ceases to communicate with the intestine. 

4. The eye undergoes important changes in that it travels to 
the surface, and acquires all the characters of the normal vertebrate 
eye. 

5. The brain becomes relatively larger but more compact, and 
the optic lobes (corpora bigemina) become more distinct. 

6. The pericardial cavity becomes completely separated from the 
body cavity, and a distinct pericardium is formed. 

7. The mesonephros of the larva disappears, and a fresh posterior 
part is formed. 

Myxine. The ovum of Myxinc when ready to be laid is inclosed, 
as shewn by Allen Thomson ^ in an oval horny shell in many respects 
similar to that of Elasmobranchii ; from its ends there project a 
number of trumpet-shaped tubular processes, which no doubt serve to 
attach it to marine objects. No observations have been made on the 
development. 
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CHAPTER VI. 


GANOIDEI‘. 


It is only within quite recent times that any investigations have 
been made on the embryology of this heterogeneous, but primitive 
group of fishes. Much still remains to be done, but we now know 
the main outlines of the development of Acipenser and Lejfidosteus, 
which are representatives of the two important sub-divisions of the 
Ganoids. Both types have a complete segmentation, but Lepidos- 
teus presents in its development some striking approximations to the 
Teleostei. I have placed at the end of the chapter a few remarks 
with reference to the affinities indicated by the embryology. 

Acipenser*. 

The freshly laid ovum is 2 mm. in diameter and is invested by a 
two-layered shell, covered by a cellular layer derived from the follicle 
The segmentation, though complete, approaches the meroblastic type 
more nearly than tlie segmentation of the frog's egg. The first furrow 
appears at the formative pole, at which the germinal vesicle was 
situated. The earlier phases of the segmentation are like those of 
meroblastic ova, in that the furrows only penetrate for a certain 
distance into the egg. Eight vertical furrows appear before the first 
equatorial furrow; which is somewhat irregular, and situated close to 
the formative pole. 

^ The following classification of the Ganoidei is employed in the present chapter : 

L Sela.hoid.1. n. 

(Lepidosteidflo. 

2 Our knowledge of the development of Acipenser is in the main derived from 
Salensky’s valuable observations. His full memoir is unfortunately published in 
Bussian, and I have been obliged to satisfy myself with the abstract (No. 90), and 
with what could be gathered from his plates. Prof. Salensky very kindly supplied me 
with some embryos ; and I have therefore been able to some extent to work over the 
subject myself. This is more especially true for the stages after hatching. The 
embryos of the earlier stages were not sufficiently well preserved for me to observe 
more than the external features and a few points with reference to the formation of the 
layers. 

* Seven micropylar apertures, six of which form a circle round the seventh, are 
stated by Kowalevsky, Wagner, and Owsjannikofi (No. 89) to be present at one of 
the poles of the inner egg membrane. They are stated by Salensky to vary in number 
from five to thirteen. 



GANOIDEL 


86 


In the later stages the vertical furrows extend through the whole 
egg, and a segmentation cavity appears between the small and the 
large spheres. The segmentation is thus in the main similar to that 
of a frog, from which it diverges in the fact that there is a greater 
difference in size between the small and the large segments. 




Fig. 50 . Embryos of Acipenskr viewed from the dorsal surface. 

(After Salensky.) 

A. Stage before the appearance of the mesoblastic somites. 

B. Stage with five somites, 

medullary groove; hl.p. blastoiKire; g.d. segmental duct; Fh, fore-brain; 
Ilb. hind-braiu; m.a, mesoblastic somite. 

In the final stages of the segmentation the cells become distinctly 
divided into two layers. A layer of small colls is placed at the 
tbrrnative polo, and constitutes the epiblast. The cells composing it 
are divided, like those of Teleostei, etc., into a superficial epidermic 
and a deeper nervous layer. The remaining cells constitute the pri- 
mitive hypoblast (the eventual hypoblast and mesoblast) ; they form 
a great mass of yolk-cells at the lower pole, and also spread along the 
roof of the segmentation cavity, on the inner side of the epiblast. 

A process of unsymmetrical invagination now takes place, which 
is in its essential features exactly similar to that in the frog or the 
lamprey, and I must refer the reader for the details of the process 
to the chapter on the Amphibia. The edge of the cap of epiblast 
forms an equatorial line. For the greater extent of this line the 
epiblast cells grow over the hypoblast, as in an epibolic gastrula, but 
for a small arc they are inflected. At the inflected edge an invagi- 
nation of cells takes place, underneath the epiblast, towards the 
segmentation cavity, and gives rise to the dorsal wall of the me- 
senteron and the main part of the dorsal mesoblast. The slit below 
the invaginated layer gradually dilates to form the alimentary cavity ; 
the ventral wall of which is at first formed of yolk-cells. The epi- 
blast along the line of the invaginated cells soon becomes thickened, 
and forms a medullary plate, which is not very distinct in surface 
views. The cephalic extremity of this plate, which is furthest re- 
moved from the edge, dilates, and the medullary plate then assumes 
a s})atula form (fig. 50 A, Mff), 
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By the continued extension of the epiblast the uncovered part of 
the hypoblast has in the meantime become reduced to a small cir- 
cular pore — the blastopore — and in surface views of the embryo has 
the form represented in fig. 50 A, hl,p. The invagination of the 
mesenteron has in the meantime extended very far forwards, and 
the segmentation cavity has become obliterated. The lip of the 
blastopore has moreover become inflected for its whole circumference. 

The iiivaginated cells forming the dorsal wall of the mesenteron 
soon become divided into a pigmented hypoblastic epithelium adjoin- 
ing the lumen of the mesenteron (fig. 51, en) and a mesoblastic 
layer {Sgp), between the hypoblast and the epiblast. The mesoblast 
is divided into two plates between which is placed the notochord ‘ {Oh), 

With the completion of the medullary plate and tlie germinal 
layers, the first embryonic period may be considered to come to a close. 
The second period ends with the hatching of the embryo. During it 
the rudiments of the greater number of organs make their appear- 
ance. The general form of the embryo during this period is shewn 
in figs. 50 B and 52 A and B. 

One of the first changes to take place is the conversion of the 
medullary plate into the medullary canal. This, as shewn in fig. 51, 





Fia. 51. TllAXSVEllSK skction thuouoh the antebior part of an Acipenseh 
EMBRYO. (After Salcnsky.) 

Itf, meilullary ji;roovo; M}), medullary plate; IF//, segmental duct ; (7/t. notochord ; 
En, hypoblast; Siji). mesoblastic somite ; parietal part of mesoblastic plate. 

is effected in the usual vertebrate fashion, by the establishment of a 
medullary groove which is then converted into a closed canal by the 
folding over of the sides. 

The uncovered patch of yolk in the blastoporic area soon becomes 
closed over ; and on the formation of the medullary canal the usual 
nen renter ic canal becomes established. 

The further changes which take place are in the main similar to 
those in other Ichthyopsida, but in some ways the appearance of the 
embryo is, as may be gathered from fig. 52, rather strange. This is 
mainly due to the fact that the embryo does not become folded oif 
from the yolk in the manner usual in Vertebrates; and as will be 
shewn in the sequel, the relation of the yolk to the embryo is unlike 
that in any other known Vertebrate. The appearance of the embryo 

^ Salcnsky believes that the notochord is derived from the mesoblast. I could not 
satisfy myself on this point. 
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is something like that of an ordinary embryo slit open along the 
ventral side and then flattened out. Organs which properly belong 
to the ventral side appear on the lateral parts of the dorsal surface. 

A B 



Fig. 52 . Emukyos of AcirKNHER relonoing to two stages viewed from the 
DORSAL SURFACE. (After Sftlensky. ) 

Fh. fore-brain; Mh. mid- brain; Hh, hind-brain; cp. cephalic plate; Op. optic 
vesicle; Auv. auditory vesicle; Olp. olfactory pit; lit. heart; Md. mandibular 
arcli ; Ha. hyoid arch; Jir\ first branchial arch ; Sd. segmental duct. 


Owing to the great forward extension of the yolk the heart (fig. 52 B) 
appears to bo placed directly in front of the head. 

Even before the formation of the medullary canal the cephalic 
portion of the nervous system becomes marked out. This part, after 
the closure of the medullary groove, becomes divided into two (fig. 
50 B), and then three lobes — the fore-, the mid-, and the hind-brain 
(fig. 52, A and B). From the lateral parts of the at first undivided 
fore-brain the optic vesicles (fig. 52 B, Op) soon sprout out; and in 
the liind-brain a dilatation to form the fourth ventricle appears in 
the usual fashion. 

The epiblast at the sides of the brain constitutes a more or less 
well-defined structure, which may be spoken of as a cephalic plate 
(fig. 52 A, c]))- From this plate are formed the essential parts of the 
organs of special sense. Anteriorly the olfactory pits arise (fig. 52 B, 
Olp) as invaginations -of both layers of the epiblast. The lens of 
the eye is formed as an ingrowth of the nervous layer only, and 
opposite the hind-brain the auditory sack (fig. 52 A and B, Auv) is 
similarly formed from the nervous layer of the epiblast. At the 
sides of the cephalic plate the visceral arches make their appearance; 
and in fig. 52 A and B there are shewn the mandibular {Md), 
hyoid {Ha) and first branchial {Br) arches, with the hyomandibular 
(spiracle) and hyobranchial clefts between them. They constitute 
peculiar concentric circles round the cephalic plate ; their shape 
being due to the flattened form of the embryo, already alluded to. 

While the above structures are being formed in the head, the 
changes in the trunk have also been considerable. The meso- 
blastic plates at the junction of the head and trunk become very 
early segmented, the segments being formed from before backward.s 
(fig. 50 B). With their formation the trunk rapidly increases in 
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length. At their outer border the segmental duct (fig. 50 B, and 
fig. 52 A, Sd) is very early established. It is formed, as in Elasmo- 
branchs, as a solid outgrowth of the mesoblast (fig. 51, Wg ) ; but its 
anterior extremity becomes converted into a pronephros (fig. Dly pr.n). 

Before hatching, the embryo has to a small extent become folded 
off from the yolk both anteriorly and posteriorly; and has also 
become to some extent vertically compressed. As a result of these 
changes, the general form of its body becomes much more like that 
of an ordinary Teleostean embryo. 

The general features of the larva after hatching are illustrated 
by figs. 58, 54 and 55. Fig. 53 represents a larva of about 7 mm. 
and fig. 54 a lateral and fig. 55 a ventral view of the head of a larva 
of about 11 mm. 

There arc only a few points which call for special attention in the 
general form of the body. In the youngest larva figured the ventral 
part of the hyomandihular cleft is already closed : the dorsal part 
of the cleft is destined to form the spiracle (sp). The arch behind 
is the hyoid: on its posterior border is a membranous outgrowth, 



Fig. 53. Laiiva ov Aciplnseic of 7 mm , shohtly aftj^h iiatchinci. 
ol. olfactory i3it ; op. optic vesicle; sp. spiracle; hr.c. branchial clefts; an. anus. 


which will develop into the operculum. In older larva), a very 
rudimentary gill appears to be developed on the front walls of the 
spiracular cleft (Parker), but I have not succeeded in satisfying myself 
about its presence; and rows of gill papilliB appear on the hyoid 
and the true branchial arches (figs. 54 and 55, g). The biserially- 
arranged gill papilla) of the true branchial arches are of considerable 
length, and are not at first covered by the operculum ; but they do 
not form elongated thread-like external gills similar to those of the 
Elasmobranchii. 

The oral cavity is placed on the ventral side of the head, it has 
at first a more or less rhomboidal form. It soon however '(fig. 55) 
becomes narrowed to a slit with projecting lips, and eventually 
becomes converted into the suctorial mouth of the adult. The most 
remarkable feature connected with the mouth is the development of 
provisional teeth (fig. 55) on both jaws. 

These teeth were first discovered by Knock (No. 88). They do not appear 
to be calcified, and might be supposed to be of the same nature as the horny 
teeth of the Lamprey. They are however developed like true teeth, as a 



GANOIDEL 


89 


deposit between, a papilla of subepidermic tissue and an epidermic cap. 
The substance of which they are formed corresponds morphologically to 
the enaiuel of ordinary teeth. As they grow they pierce the epidermis, 
and form hollow apine-like structures with a central axis filled with sub- 
epidermic (mesoblastic) cells. They disappear after the third month of 
larval life. 


In front of the mouth two pairs of papillae grow out, which ap- 
pear to be of the same nature as the papillae on the suctorial disc 
in the embryo of Lepidosteus {vide p. 05). They are very short in 
the embryo represented in fig. 53; soon however they grow in length 
(figs. 54 and 55, st)\ and it 
is probable that they become 
the barbels, since these oc- 
cupy a precisely similar po- 
sition \ 

The openings of the na- 
sal pits are at first single; 
but the opening of each be- 
comes gradually divided into 
two by the growth of a flap 
on the outer side (fig. 54, ol). 

It is probable that this flap 
is ecjuivaleiit to the fold of 
the superior maxillary pro- 
cess of the Amniota, which 



Fj<i. 54. Side view of a lakva of Acipenseb 
OF 11 MILLIMKTJIES. 

op. eye; ol. olfactory pit; st. suctorial (?) pro- 
cesses; m. mouth; sp. spiracle; (j. gills. 

by its growth roofs over the open 


groove wliich originally leads from the external to the internal nares; 
so that the two openings of 
each nasal sack, so estab- 
lished in these and in other 
fishes, correspond to the ex- 
ternal and internal nares of 
higher Vertebrata. 

At the time of ha,tching 
there is a continuous dorso- 
ventral fin, which, by atrophy 
in some parts, and hyper- 
trophy in other parts, gives 
rise to all the unpaired fins 
of the adult, except the first 
dorsal and the abdominal. 

The caudal part of the fin is at first symmetrical, and the hetero- 
cercal tail is produced by the special growth of the ventral part of 
the fin. 

Of the internal features of development in the Sturgeon the most 
important concern the relation of the yolk to the alimentary tract. In 



t'lo. 65. Vp:ntral view of a larva of Aci- 
PENSER OF 11 MILLIMETRES. 

m. mouth ; st. suctorial (?) processes ; op. eye ; 
(j. gills. 


^ If these identifications are correct the barbels of fishes must bo phylogenetically 
derived from the papilla) of a suctorial disc adjoining the mouth. 
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most Vertebrata the yolk-cells form a protubemiice of the part of the 


sp.e 



Fig. 56. Diagrasiimatic longitudinal section through the anterior part op 
THE trunk of a LARVA OF AciPENSER TO SHEW THE POSITION OCCUPIED BY THE YOLK. 

in. intestine; at. stomach filled with yolk; cfs. msophagus; 7. liver; hi. heart; 
ch. notochord; ap.c. spinal cord. 

alimentary canal, immediately 
behind the duodenum. The yolk 
may either, as in the lamprey 
or frog, form a simple thicken> 
ing of the alimentary wall in this 
region, or it may constitute a 
well-developed yolk* sack as in 
Elasmobranchii and the Amni- 
ota. In either case the liver is 
placed in front of the yolk. In 
the Sturgeon on the contrary the 
yolk is placed almost entirely in 
front of the liver, and the Stur- 
geon appears to be also peculiar 
in that the yolk, instead of con- 
stituting an appendage of the ali- 
mentary tract, is completely en- 
closed in a dilated portion of the 
tract which becomes the stomach 
(figs. 56 and 57). It dilates this 
portion to such extent that it 
might be supposed to form a 
true external yolk-sack. In the 
stages before hatching the glan 
dular hypoblast, which was es- 
tablished on the dorsal side of 
the primitive mesenteron, en- 
velops the yolk-cells, which fuse 
together into a yolk-mass, and 
lose all trace of their original 
cellular structure. 



Fig. 57. Transverse section through 

THE REGION OP THE STOMACH OP A LARVA OP 
AgIPENSER 5 MM. IN LENGTH. 

8t. epithelium of stomach; 2/^* yelk; ch. 
notochord, below which is a subnotochordal 
rod; pr.n. pronephros; ao. aorta; mp. muscle- 
plate formed of large cells, the outer parts of 
which are differentiated into contractile fibres ; 
sp.c. spinal cord; be. body cavity. 
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The peculiar flattening out of the embryo over the yolk (wcfo pp. 8G 
and 87) is no doubt connected with the mode in which the yolk becomes 
enveloped by the hypoblast. 

As the posterior part of the trunk, containing the intestine, becomes 
formed, the yolk is gradually confined to the anterior part of the alimentary 
tract, which, as before stated, becomes the stomach. The epithelial cells 
of the stomach, as well as those of the intestine, are enormously dilated 
with food yolk (fig. 57, at). Behind the stomach is formed the liver. 
The subintestiual vein bringing back the blood to the liver appears to 
have the same course as in Teleostei, in that the blood, after passing 
through the liver, is distributed to the walls of the stomach and is again 
collected into a venous trunk which falls into the sinus venosus. As the 
yolk becomes absorbed, the liver grows forwards underneath the stomach 
till it comes in close contact with the heart. The relative position of 
the parts at this stage is shewn diagrammatical ly in fig. 56. At the com- 
mencement of the intestine there arises in the larva of about 14 mm. a 
great number of diverticula, which are destined to form the compact 
glandular organ, which opens at this spot in the adult. At this stage* 
tiiere is also a fairly well developed pancreas opening into the duodenum 
at the vsame level as the liver. 

No trace of the air-bladder was present at the stage in question. 

The spiral valve is formed, as in Elasmobranchii, as a simple fold in tin* 
wall of the intestine. 

There is a well-developed subnotochordal rod (fig. 57), which, according 
to Salensky, becomes the subvortebral ligament of the adult ; a statement 
which coidirms an earlier suggestion of Bridge. The pronephros (head- 
kidney) resembles in tln^ main that of Teleostei (fig. 57) ; while the front 
end of the mesoiuiphros, which is developed considerably later than the 
pronephros, is placotl some way behind it. Li my oldest larva (14 inm.) 
the im‘sonephros did not extend backwards into the posterior part of the 
abdominal cavity. 
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Lepidosteus*. 

The ova of Lepidosteus arc spherical bodies of about 3 mm. iii 

^ Alexander Agassiz was fortunate enough to succeed in procuring and rearing 
a batch of eggs of this interesting form. He has given an adequate account of the 
external characters of the post-embryonic stages, and very liberally placed his preserved 
niaterial of the stages both before and after hatching at Prof. W. K. Parker’s and my 
disposal. The account of the stages prior to hatching is the result of investigations 
carried on by Professor Parker’s son, Mr W. N. Parker, and myself on the material 
supplied to us by Agassiz. This material was not very satisfactorily preserved, but I 
trust that our results are not without some interest. 
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diameter. Tliey are invested by a tough double membrane, composed 
of (1) an outer layer of somewhat pyriform bodies, radiately arranged, 
which appear to be the remains of the follicular cells ; and (2) of an 
inner zona radiata, the outer part of which is radiately striated, 
while the inner part is homogeneous. 

The segmentation, as in the Sturgeon, is complete, but approaches 
closely the meroblastic type. It commences with a vertical furrow at 
the animal pole, extending through about one-fifth of the circum- 
ference. Before this furrow has proceeded further a second furrow is 
formed at right angles to it. The next stages have not been observed, 
but on the third day after impregnation (fig. 58), the animal pole 
is completely divided into small segments, which form a disc similar 
to the blastoderm of meroblastic ova; while the vegetative pole, 
which subsequently forms a large yolk-sack, is divided by a few 

vertical furrows, four of which 
nearly meet at the pole opposite 
the blastoderm. Tlie majority of 
the vertical furrows extend only 
a short way from the edge of 
the small spheres, and are par- 
tially intercepted by imperfect 
equatorial furrows. 

The stages immediately fol- 
lowing the segmentation are still 
unknown, and in the next stage 
satisfactorily observed, on the 
fifth day after impregnation, the 
body of the embryo is distinctly 
differentiated. The lower pole 
of the ovum is then formed of 
a mass in which no traces of 
segments or segmentation furrows 
can be detected. 

The embryo (fig. 59) has a dumbbell-shaped outline, and is com- 
posed of (1) an outer area, with some resemblance to the area pellu- 
cida of an avian embryo, forming the lateral part of the body ; and 
(2) a central portion consisting of the vertebral plates and medullary 
plate. The medullary plate is dilated in front to form the brain [hr). 
Two lateral swellings in the brain are the commencing optic vesicles. 
The caudal extremity of the embryo is somewhat swollen. 

Sections of this stage (fig. GO) are interesting as shewing a re- 
markable resemblance between Lepidosteus and Teleostei. 

The three layers are fully established. The epiblast {ep) is formed 
of a thicker inner nervous stratum, and an outer flattened epidermic 
stratum. Along the axial line there is a solid keel-like thickening of 
the nervous layer of the epidermis, which projects towards the hypo- 
blast. This thickening [MG) is the medullary cord ; and there is no 
evidence of the epidermic layer being at this or any subsequent period 



Fio. 58. Surface view of the ovUxW 
OF Lepidosteus with the membranes re- 
moved ON THE third DAY AFTER IMPREG- 
NATION. 
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concerned in its formation (mofe chapter on Teleostei, p. 58). In tlie 
region of the brain the medullary 


cord IS so thick that it gives rise, 
as ill Teleostei, to a projection of 
the whole body of the embryo 
towards the yolk. Posteriorly it 
is flatter. The mesoblast (ife) in 
the trunk has the form of two 
plates, which thin out laterally. 
The hypoblast {jiy) is a single 
layer of cells, and is nowhere 
folded in to form a closed ali- 
mentary canal. The hypoblast 
is separated from the neural cord 
by the notochord ((7A), which 
throughout the greater part of 
the embryo is a distinct struc- 
ture. 

In the region of the tail, the 
axial part of the hypoblast, the 
notochord, and the neural cord 
fuse together, the fused part so 
formed is the homologue of the 
neurenteric canal of other types, 
ijmbryo the mesoblastic plates cer 
structures between them. 


•p 



Fio. 59 . Surface view of a Lkpioos- 

TEUH EMBRYO ON THE FIFTH DAY AFTER 
IMPREGNATION. 


hr. dilated extremity of medullary plate 
which forms the rudiment of the brain. 

Quite at the hinder end of the 
=?e to be separable from the axial 



Fig. 60 . Section through an embryo of Lepidosteus on the fifth day 
AFTER impregnation. 

MC. medullary cord; Ei). epiblast; Me, mesoblast; hy. hypoblast; Ch. notochord. 


In a somewhat later stage the embryo is considerably more elon- 
gated, embracing half the circumference of the ovum. The brain is 
divided into three distinct vesicles. 

Anteriorly the neural cord has now become separated from the 
epidermis. The whole of the thickened nervous layer of the epiblast 
appears to remain united with the cerebro-spinal cord, so that the 
latter organ is covered dorsally by the epidermic layer of the epiblast 
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only. The nervous layer soon however grows m again from the two 
sides. 

Where the neural cord is separated from the epidermis, it is 
already provided with a well-developed lumen. Posteriorly it re- 
mains in its earlier condition. 

In the region of the hind-brain traces of the auditory vesicles 



Fig. 61. Embryo of Lepidosteus on 


are present in the form of 
slightly- involuted thicken- 
ings of the nervous layer 
of the epidermis. 

The mesoblast of the 
trunk is divided anteriorly 
into splanchnic and somatic 
layers. 

In the next stage, on 
the sixth day after impreg- 
nation (fig. Gl), there is a 
great advance in develop- 
ment. The embryo is con- 
siderably longer, and a great 
number of mesoblastic so- 
THE mites are visible. The 


SIXTH DAY AFTER IMPREGNATION. 

op. optic vesicles ; hv,c. branchial clefts (?); sd, 
segmental duct. 

N.B. The branchial clefts and segmental duct 
are somewhat too prominent. 


body is now laterally com- 
pressed and raised from the 
yolk. 

The region of the head 
is more distinct, and late- 


rally two streaks are visible which, by comparison with the 

Sturgeon, would seem to be the two first visceral clefts': they are 


not yet perforated. In the 



lateral regions of the trunk 
the two segmental ducts arc 
visible in surface views (fig. 
Gl, sd) occupying the same 
situation as in the Sturgeon. 
Their position in section is 
shewn in fig. G2, sg. 

With reference to the fea- 
tures in development, visible in 
sections, a few points may be 
alluded to. 


Fig. 62 . Section through the trunk of 
A LePIDOSTEUS embryo on the sixth DAY 
AFTER impregnation. 


The optic vesicles are very 
prominent outgrowths of the 


me. medullary cord; ms. mesoblast; sg. 
segmental duct; ch. notochord; x. suh-noto* 
chordal rod; hy. hypoblast. 


brain, but are still solid, though 
the anterior cerebral vesicle has 
a well-developed lumen. The 


1 I have as yet been unable to make out these structures in section. 
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Fig. 63 . Section through the head of 
A Lepihosteus embryo on the sixth day 

AFTER impregnation. 

au.v, auditory vesicle; au,n, auditory 
nerve; clu notochord; hy, hypoblast. 


auditory vesicles are now deep pits of the nervous layer of the epiblast, 
the openinpfs of which are covered 
by the epidermic layer. They 
are shewn for a slightly later 
stage in fig. 63 (aw.v). 

There is now present a sub- 
notochordal rod, which develoj)s 
as in other typos from a thick- 
ening of the hypoblast (fig. 62, x). 

In an embryo of the seventh 
day after impregnation, the 
features of the preceding stage 
become generally more pro- 
nounced. 

The optic vesicles are now 
provided with a lumen (fig. 64), 
and have approached close to the 
epidermis. Adjoining them a thickening (1) of the nervous layer of th(» 
epidermis has appeared, which will form the lens. The cephalic extremity 
of the segmental duct, which, as shewn in fig. 61, is bent inwards towards 
the middle line, has now become slightly convoluted, and forms the rudi- 
ment of a pi’onephros (head-kidney). 

During the next few days the folding off of the embryo from the 
yolk commences, and proceeds till the embryo acquires the form 
represented in fig. 65. 

Both the head and tail ai*e 
quite free from the yolk ; and 
the embryo presents a general 
resemblance to that of a Tele- 
ostean. 

On the ventral surface of 
the front of the head there is 
a disc (figs. 65, 66, sd)^ which 
is beset with a number of 
processes, formed as thicken- 
ings of the epiblast. As shewn 
by Agassiz, these eventually 
become short suctorial pa- 
pill8e\ Immediately behind 
this disc is placed a narrow 
depression which forms the 
rudiment of the mouth. part of the head of a Lepidosteus embryo 

The olfactory pits are now day after impregnation. 

derdoped, and ^“placed ae« 

the front of the head. mesoblast is not represented. 



The 


^ These papillsa are very probably sensitive structures ; but I have not yet investi- 
gated their histological characters. 
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A great advance has taken place in the development of the vis- 
ceral clefts and arches. The oral region is bounded behind by a well- 
marked mandibular arch, which is separated by a shallow depression 
from a still more prominent hyoid arch (fig. 65 , hy). Between the 
hyoid and mandibular arches a double lamella of hypoblast, which 
represents the hyomandibular cleft, is continued from the throat to 
the external skin, but does not, at this stage at any rate, contain a 
lumen. 

The hyoid arch is prolonged backwards into a considerable oper- 
cular fold, which to a great extent overshadows the branchial clefts 
behind. ^ The hyobranchial cleft is widely open. 

Behind the hyobranchial cleft are four pouches of the throat on 

each side, not yet open 
to the exterior. They are 
the rudiments of the four 
branchial clefts of the 
adult. 

The trunk has the 
usual compressed piscine 
form, and there is a well- 
developed dorsal fin con- 
tinuous round the end of 
the tail, with a ventral 
fin. There is no trace of 
the paired fins. 

The anterior and pos- 
terior portions of the ali- 
mentary tract are closed 
in, but ihe middle region 
is still open to the yolk. 
The circulation is now fully established, and the vessels present the 
usual vertebrate arrangement. There is a large subintestinal vein. 

The first of Agassiz' embryos was hatched about ten days after 
impregnation. The young fish on hatching immediately used its 
suctorial disc to attach itself to the sides of the vessel in which it 
was placed. 

The general form of Lepidosteus shortly after hatching is shewn 
in fig. 67. On the ventral part of the front of the head is placed 
the large suctorial disc. At the side of the head are seen the 
olfactory pit, the eye and the auditory vesicle ; while the projecting 
vesicle of the mid-brain is very prominent above. Behind the 
'mouth follow the visceral arches. The mandibular arch {md) is 
placed on the hinder border of the mouth, and is separated by a 
deep groove from the hyoid arch (%). This groove is connected with 
the hyomandibular cleft, but I have not determined whether it is 
now perforated. The posterior border of the hyoid arch is prolonged 
into an opercular fold. Behind the hyoid arch are seen the true 
branchial arches. 



Fig. 65 . Embryo of Lepidosteus shortly before 

HATCHING. 

ol. olfactory pit ; ftd. suctorial disc ; hy. hyoid 
arch. 
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There is still a continuous dorso-ventral fin, in which there are 
as yet no fin-rays, and the anterior paired fins are present. 

The yolk-sack is very 
large, but its communication 
with the alimentary canal is 
confined to a narrow vitelline 
duct, which opens into the 
commencement of the intes- 
tine immediately behind the 
duct of the liver, which is 
now a compact gland. The 
yolk in Lepidosteus thus be- 
haves very differently from 
that in the Sturgeon. In the 
first place it forms a special 
external yolk-sack, instead of 
an internal dilatation of part 
of the alimentary tract ; and 
in the second place it is placed 
behind instead of in front of 
the liver. 

I failed to find any trace of a pancreas. There is however, 
opening on the dorsal side of the throat, a well-developed appendage 



Fig. 67. Larva of Lp:pit>ostrus shorti.y after hatching. (After Parker. ) 
ol. olfactory pit; op. optic vesicle; auv. auditory vesicle; mh. mid-brain; nd. suc- 
torial disc ; 7nd. mandibular arch ; hy. hyoid arch with operculum ; hr. branchial 
arches ; an. anus. 

continued backwards beyond the level of the commencement of the 
intestine. This appendage is no doubt the air-bladder. 

In the course of the further growth of the young Lepidosteus, 
the yolk-sack is rapidly absorbed, and has all but disappeared after 
three weeks. A rich development of pigment early takes place ; and 
the pigment is specially deposited on the parts of the embryonic fin 
which will develop into the permanent fins. 

The notochord in the tail bends slightly upwards, and by the special 
development of a caudal lobe an externally heterocercal tail like that 
of Acipenser is established. The ventral paired fins are first visible 

B. E. II. 



-- sA 


Fig. 66. Ventral view of the head of a 
Lepidosteus embryo shortly before hatching, 
TO shew the large 8UCTOBIAI4 DISC. 

7)1. mouth ; op. eye ; sd. suctorial disc. 


i 



98 


LEPIDOSTEUS. 


after about the end of the third week, and by this time the operculum 
has grown considerably, and the gills have become well developed. 

The most remarkable changes in the later periods are those of the 
mouth. 

The upper and lower jaws become gradually prolonged, till they 
eventually form a snout ; while at the end of the upper jaw is placed 
the suctorial disc, which is now considerably reduced in size (fig. 68, sd). 
The “fleshy globular termination of the upper jaw of the adult 
Lepidosteus is the remnant of this embryonic sucking disc.’' (Agassiz, 
No. 92.) 

The fin-rays become formed as in Teleostei, and parts of the con- 
tinuous embryonic fin gradu- 
ally undergo atrophy. The 
dorsal limb of the embryonic 
tail, as has been shewn by 
Wilder, is absorbed in pre- 
cisely the same manner as in 
Teleostei, leaving the ventral 
lobe to form the whole of the 
permanent tail-fin. 



Fio. 68. Hjiad op an aovanoed larva op 
Lepidosteus. (After Parker.) 

o 7 . openings of the olfactory pit; sd, re- 
mains of the larval suctorial disc. 
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General observations on the Embryology of the Ganoids, 

The very heterogeneous character of the Ganoid group is clearly 
shewn both in its embryology and its anatomy. The two known types of 
formation of the central nervous system are exemplified in the two species 
which have been studied, and these two species, though in accord in having 
a holoblastic segmentation, yet differ in other important features of 
development, such as the position of the yolk etc. Both types exhibit 
Teleostean affinities in the character of the pronephros ; but as might have 
been anticipated Lepidosteus presents in the origin of the nervous system, 
the relations of the hypoblast, and other characters, closer approximations to 
the Teleostei than does Acipenser. There are no very prominent Amphibian 
characters in the development of either type, other than a general similarity 
in the segmentation and formation of the layers. In the young of 
Polypierus an interesting amphibian and dipnoid charapter is found in the 
presence of a pair of true external gills covered by epiblast. These gills 
are attached at the hinder end of the operculum, and receive their blood 
from the hyoid arterial arch'. In the peculiar suctorial disc of Lepi- 
dosteiis, and in the more or less similar structure in the Sturgeon, 
these fishes retain, I believe, a very primitive vertebrate organ, which 
has disappeared in the adult state of almost all the Vertebrata; but it 
is probable that further investigations will shew that the Teleostpi, and 
especially the Siluroids, are not without traces of a similar structure. 

' Vide Steindachner, Polypierus Lapradeiy and Hyrtl, “Ueber d. Blufcgefasse, 
&c.** Sitz. Wiener Akad., Vol. lx. 
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The eg"s of most Amphibia® are laid in water. They are smallish 
nearly spherical bodies, and in the majority of known Anura (all the 
European species), and in many Urodela (Amblystoma, Axolotl, 
though not in the common Newt) part of the surface is dark or 
black, owing to the presence of a superficial layer of ^ylgment, while 
the remainder is un])igmented. The pigmentecl part is at the upper 
pole of the egg, and contains the germinal vesicle till the time of its 
atrophy; and the yolk-granules in it are smaller than those in the un- 
piginented part. The ovum is closely surrounded by a vitelline mem- 
brane®, and receives, in its passage down the oviduct, a gelatinous 
investment of varying structure. 

In the Anura the eggs are fertilized as they leave the oviduct. 
In some of the Urodela the mode of fertilization is still imperfectly 
understood. In Salamanders and probably Newts it is internal*;- 


' Tho following classification of the Amphibia is employed in the present chax)t6r : 

I. Anura. jprrA™x.os8A. 

rP----A«CH.ATA 

II. Urodela. 


III. Gymnophiona. 

2 I am under pp*eat obligations to Mr Parker for having kindly supplied me, in 
answer to my questions, with a large amount of valuable information on tho develop- 
ment of the Amphibia. 

* Within the vitelline membrane there appears to be present, in the Anura at any 
rate, a very delicate membrane closely applied to the yolk. 

* Allen Thomson informs me that he has watched the process of fertilization in 
the Newt, and that the male deposits the semen in the water close to the female. 
From the water it seems to enter the female generative aperture. Von Siebold has 
shewn that there is present in female Newts and Salamanders a spermatic bursa. In 
this bursa the spermatozoa long (three months) retain their vitality in some Sala- 
manders. Various peculiarities in the gestation are to be explained by this fact. 


CADUCIBBANCniATA 


S Amphiumidie. 
Menopomida). 

Mtotodeba (ArnWystoiniilaa. 
MTOTODERA j SalamandridtB. 


7—2 
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but in Amblystoma punclatum (Clark, No. 98), the male deposits the 
semen in the water. The eggs are laid by the Anura in masses or 
strings. By Newts they are deposited singly in the angle of a bent 
blade of grass or leaf of a water-plant, and by Amblystoma piincta- 
tum in masses containing from four eggs to two hundred. Salaman- 
dra atra and Salamandra maculosa are viviparous. The period of 
gestation for the latter species lasts a whole year. 

A good many exceptions to the above general statements have been 
recorded *. 

In Notodelphis ovipara the eggs are transported (by the malel) into a 
l^eculiar dorsal pouch of the skin of the female, which has an anterior 
opening, but is continued backwards into a pair of diverticula. The eggs 
are very large, and in this i)ouch, which they enormously distend, they 
undergo their development. A more or less similar pouch is found in 
Nototrema mai-supiaturn. 

In the Surinam toad (Pipa dorsigera) the eggs are placed by the male 
on the back of the female. A peculiar pocket of skin becomes de- 
veloped round each egg, the open end of which is covered by a gelatinous 
operculum. The larvte are hatched, and actually undergo their metamor- 
phosis, in these pockets. The female during this period lives in water. Pipa 
Americana (if specifically distinct from P. dorsigei'a) presents nearly the 
same pcculiaiities. The female of a tree frog of Ceylon (Polypedates 
reticulatus) carries the eggs attached to the abdomen. 

Bhinoderma Darwinii^ behaves like some of the Hiluroid fishes, in that 
the male carries the eggs during their development in an enormously 
developed laryngeal pouch. 

Some Anura do not lay their eggs in water. Chiromautis Guinoensis 
attaches them to the leaves of trees; and Cystignathus mystacius lays 
them in holes near ponds, which may become filled with water after heavy 
rains. 

The eggs of Hylodes Martinicensis are laid under dead leaves in moist 
situations. 


Formation of the layers, 

Anura. The formation of the germinal layers has so far only 
been studied in some Anura and in the Newt. The following descrip- 
tion applies to the Anura, and I have called attention, at the end of 
the section, to the points in which the Newt is peculiar. 

The segmentation of the Frog’s ovum has already been described 
(Vol. I. p. 78), but I may remind the reader that the segmentation 
(fig. 69) results in the formation of a vesicle, the cavity of which is 
situated excentrically ; the roof of the cavity being much thinner 
than the floor. The cavity is the segmentation cavity. The roof 
is formed of two or three layers of smallish pigmented cells, and 

1 For a summary of these and the literature of the subject vide ‘‘Amphibia,” by 
C. K. Hoffmann, in Broun's Chu^een und Ordnmgen d, Thier-reichs, 

2 Vide Spengel, “Die Fortpflanzung des lihinodermaDarwinii.” Zeit,f, wise. ZooL, 
Bd. XXIX., 1877. This paper contains a translation of a note by Jiminez de la Espada 
on the development of the species. 
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the floor of large cells, which form the greater part of the ovum. 

12 4 8 



Fig. 69. Segmentation of Common Frog. Rana Temporaria. (After Ecker.) 
The numbers above the figures refer to the number of segments at the stage figured. 


These large cells, which arc part of tlie primitive hypoblast, will be 
spoken of in the sequel as yolk-cells: they are equivalent to the 
food -yolk of the majority of vertebrate ova. 

The cells forming the roof of the cavity pass without any sharp 
boundary into the yolk-cells, there being at the junction of the two 
a number of cells of an intermediate character. The cells both of the 
roof and the floor continue to in- 
crease in number, and those of 
the roof become divided into two 
distinct strata (fig. 70, ep). 

The upper of these is formed 
of a single row of somewhat cubical 
cells, and the lower of several rows 
of more rounded cells. Both of 
these strata eventually become the 
epiblast, of which they form the 
epidermic and nervous layers. The 
roof of the segmentation cavity 
appears therefore to be entirely 
constituted of epiblast. 

The next changes which take 
place lead (1) to the formation 
of the mesenteron*, and (2) to the 
enclosure of the yolk-cells by the 
epiblast. 

The mesenteron is formed as in 
Petromyzon and Lepidosteus by 
an unsymmetrical form of invagination. The invagination first com- 
mences by an inflection of the epiblast-cells for a small arc on the 

1 Since the body-cavity is not developed as diverticula from the cavity of invagina- 
tion, the latter cavity may conveniently he called the mesenteron and not the archeu- 
teron. 



a 


Fig. 70. Section through Fnoci’s 

OVUM AT THE CLOSE OF SEGMENTATION. 

(After Gotte.) 

sg, segmentation cavity ; ll. large yolk- 
containing cells; ep. small cells at forma- 
tive pole (epiblast) ; X. point of inflection 
of epiblast; ij. small cells close to junction 
of the epiblast and yolk. 
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equatorial line which marks the junction between the epiblastic cells 
and the yolk-cells (fig. 70, x). 

The inflected cells become continuous with the adjoining cells ; 
and the region where the inflection is formed constitutes a kind of 
lip, below which a slit-like cavity is soon established. This lip is 
equivalent to the embryonic rim of the Elasmobranch blastoderm, and 
the cavity beneath it is the rudiment of the mesenteron. 

The mesenteron now rapidly extends by the invagination of the 
cells on its dorsal side. These cells grow inwards towards the segmen- 
tation cavity as a layer of cells several rows deep At its inner end, 
this layer is continuous with the yolk-cells ; and is divided into two 
strata (fig. 71 A), viz. (Ij a stratum of several rows of cells adjoining 
the epiblast, which becomes the mesoblast and (2) a stratum of a 
single row of more columnar cells lining the cavity of the mesenteron, 
which forms the hypoblast {hy). The growth inwards of the dorsal 
wall of the mesenteron is no doubt in part a true invagination, but 
it seems probable that it is also due in a large measure to an actual 
difierentiation of yolk-cells along the line of growth. The mesenteron 
is at first a simple slit between the yolk and the hypoblast (fig. 71 A), 
but as the involution of the hypoblast and mesoblast extends further 
inwards, this slit enlarges, especially at its inner end, into a con- 
siderable cavity; the blind end of which is sepai'ated by a narrow 
layer of yolk-cells from tlie segnicn tat ion-cavity (fig. 71 B). 

In the course of the involution, the segmentation-cavity becomes 
gradually pushed to one side and finally obliterated. Before oblitera- 
tion, it appears in some forms (Pelobates fuscus) to become completely 
enclosed in the yolk-cells. 

While the invagination to form the mesenteron takes place as 
above described, the enclosure of the yolk has been rapidly proceed- 
ing. It is effected by the epiblast growing over the yolk at all points 
of its circumference. The •nature of the growth is however very 
different at the embryonic rim and elsewhere. At the embryonic rim 
it takes place by the simple growth of the rim, so that the point x in 
figs. 70 and 71 is carried further and further over the surface of the 
yolk. Elsewhere the epiblast at first extends over the yolk as in a 
typical epibolic gastrula, without being inflected to form a definite 
lip. While a considerable patch of yolk is still left uncovered, the 
whole of the edge of the epiblast becomes however inflected, as at 
the embryonic rim (fig. 71 A); and a circular blastopore is established, 
round the whole edge of which the epiblast and intermediate cells 
are continuous. 

From the ventral lip of the blastopore the mesoblast (fig. 71, w'), 
derived from the small intermediate cells, grows inwards till it comes 
to the segmentation-cavity ; the growth being not so much due to an 
actual invagination of cells at the lip of the blastopore, as to a 
differentiation of yolk-cells in situ. Shortly after the stage repre- 
sented in fig. 71 B, the plug of yolk, which fills up the opening of 
the blastopore, disappears, and the mesenteron communicates freely 
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with the exterior by a small circular blastopore (fig. 73). The position 



Fig. 71. Diagrammatic longiturinal sections through the embryo of a Frog 

AT TWO STAGES, TO SHEW THE FORMATION OF THE GERMINAL LAYERS. (Modified frOHl Gotte.) 

cp, epiblast; m. dorsal mesoblast; vi, ventral mesoblast ; %. hypoblast; ?/ 7c. yolk; 
05. point of junction of the epiblast and hypoblast at the dorsal side of the blastopore; 
al. mesenteron ; sg, segmentation cavity. 

of the blastopore is tlie same as in other types, viz. at the hinder 
end of the embryo. 

By this stage the three layers of the embryo are definitely esta- 
blished. The epiblast, consisting from the first of two strata, arises 
from tlie small cells forming the roof of the segmentation-cavity. It 
becomes continuous at the lip of the blastopore with cells inter- 
mediate in size between the cells of which it is formed and the yolk- 
cells. These latter, increasing in number by additions from the yolk- 
cells, give rise to the mesoblast and to part of the liypoblast; while to 
the latter layer the yolk-cells, as mentioned above, must also be 
considered as aiDpertaining. Their history will be dealt with in treat- 
ing of the general fate of the hypoblast. 

Urodela# The early stages of tlie development of the Newt have been 
adequately investigated by Scott and Osborn (No. 114). The segmentation 
and formation of the layers is in the main the same as in the Frog. The 
ovum is without black pigment. There is a typical unsymmetrical in- 
vagination, but the dorsal lip of the blastopore is somewhat thickened. 
The most striking feature in which the Newt differs from the Frog is the 
fact that the ejnblast is at first constituted of a single layer of cells (fig. 
75, ep). The roof of the segmentation cavity is constituted, during the 
later stages of the segmentation, of several rows of cells (Barabeke, 
No. 95), but subsequently it would appear to be formed of a single row 
of cells only (Scott and Osborn, No. 114). 

General history of the layers, 

Epiblast: Anura. At the completion of the invagination the 
epiblast forms a continuous layer enclosing the whole ovum, and con- 
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.stituted throughout of two strata. The formation of the medullary 
canal commences by the nervous layer along the axial dorsal line 
becoming thickened, atid giving rise to a somewhat pyriform medul- 
lary plate, the sides of which form the projecting medullary folds 
(fig. 77 A). The medullary plate is thickened at the two sides, and is 
grooved in the median line by a delicate furrow (fig. 72, r). The 
dilated extremity of the medullary plate, situated at the end of the 
embryo opposite the blastopore, is the cerebral part of the plate, and 
the remainder the spinal. The medullary folds bend upwards, and 
finally meet above, enclosing a central ceiebro-spinal canal (fig. 74). 
The point at which they first meet is nearly at the junctiou of the 
brain and spinal cord, and from this point their junction extends 
backwards and forwards ; but the whole process is so rapid that the 
closure of the medullary canal for its whole length is efiected nearly 
simultaneously. In front the medullary canal ends blindly, but behind 
it opens freely into the still persisting blastopore, with the lips of 
which the medullary folds become, as in other types, continuous. 
Fig. 73 represents a longitudinal section through an embryo, shortly 



Fig. 72 . Tuansvkrsk section through the posterior cephalic region of 
AN EARLY EMBRYO OF BoMBINATOR. (After GottC.) 

1. medullary groove ; ?•. axial furrow in the medullary groove ; h. nervous layer of 
epidermis; as. outer portion of vertebral plate; is. inner portion of vertebral plate; 
lateral plate of mesoblast ; (/. notochord ; «^. hypoblast. 

after the closure of the medullary canal (nc ) ; the opening of which 
into the blastopore (a;) is clearly seen. 

On the closure of the medullary canal, its walls become separated 
from the external epi blast, which extends above it as a continuous 
layer. In the formation of the central nervous system both strata of 
the epiblast have a share, though the main mass is derived from the 
nervous layer. After the central nervous tube has become separated 
from the external skin, the two layers forming it fuse together ; but 
there can be but little doubt that at a later period the epidermic 
layer separates itself again as the central epithelium of the nervous 
system. 

Both the nervous and epidermic strata have a share in forming the 
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general epiblast; and though eventually they partially fuse together 
yet the horny layer of the adult 
epidermis, where such can be 
distinguislied, is probably de- 
rived from the epidermic layer 
of the embryo, and the mucous 
layer of the epidermis from the 
embryonic nervous layer. 

In the formation of tlie or- 
gans of sense the nervous layer 
shews itself throughout as the 
active layer. The lens of the 
eye and the auditory sack are 
derived exclusively from it, the 
latter having no external open- 
ing. The nervous layer also 
plays the more important part 
in tiie formation of the olfactory 
sack. 

The outer layer of epi blast- 
cells becomes ciliated after the 
close of the segmentation, but 
the cilia gradually disappear on 
the formation of the internal gills. The cilia cause a slow rotatory 
movement of the embryo within the egg, and pr()V)ably assist in the 
respiration after it is hatched. They arc especially developed on 
the external gills. 

Urodela. in the Newt (Scott and Os}>orn, No. 1 14) the medullary 
])late becomes established, while the e[)ibla8t is still formed of a single row 
of cells ; and it is not till after the closure of the neural groove that any 
distinction is observable between tlie e])ithelium of tlie central canal, 
and the remaining cells of the cerehro-spinal cord (fig. 75). 

Before the closure of the medullary folds the lateral epiblast becomes 
divided into the two strata present from the first in the Frog ; and in the 
subsequent development the inner layer behaves as the active layer, pre- 
cisely as in the Anura. 

The mesoblast and notochord: Anura. After the disappear- 
ance of the segmentation-cavity, the mesoblast is described by most 
observers, including Gotte, as forming a continuous sheet round the 
ovum, underneath the epiblast. The first important differentiations 
in it take place, as in the case of the epiblast, in the axial dorsal 
line. Along this line a central cord of the mesoblast becomes sepa- 
rated from the two lateral sheets to form the notochord. Calberla 
states, however, that when the mesoblast is distinctly separated from 
the hypoblast it does not form a continuous sheet, but two sheets one 
on each side, between which is placed a ridge of cells continuous 
with the hypoblastic sheet. This ridge subsequently becomes sepa- 



FlCr. 73. jDlAr.RAMMATIC LONGITUDINAL 

SKCTTON OF TUF EMBRYO OF A Froo. (Modi- 
fied from (iotte.) 

nc. neural canal; x. point of junction of 
epiblast and hypoblast at the dorsal lip of 
tl)e ld)istoporc; td. alimentary tract; yk. 
yolk-eells; ;//. mesoblast. For the sake of 
simplicity the eidhlast is re])i'esented as if 
composed of a siii'^le row of cells. 
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rated from the hypoblast as the notochord. Against this view Gotte 
has recently strongly protested, and given a series of careful repre- 
sentations of his sections which certainly support his original ac- 
count. 

My own obseivations are in favour of Calberla’s statement, and so far 
as I can determine from my sections the mesoblast never appears as a 
perfectly continuous sheet, but is always deficient in the dorsal median 
line. My observations are unfortunately not founded on a sufficient series 
of sections to settle the point definitely. 


After the formation of the notochord (fig. 72), the mesoblast may 
be regarded as consisting of two lateral plates, continuous ventrally, 
but separated in the median dorsal line. By the division of the dorsal 


parts of these plates into segmeni 
of the neck and thence extends 


T 



Fig. 74 . Section thkougii the an- 
terior PART OF the trunk OF A YOUNG 
EMBRYO OF Bombinator. (After Gotte.) 


as'", medulla oblongata ; is^. splancbno- 
pleure ; as\ somatopleure in the vertebral 
part of the mesoblastic plate; s. lateral 
plate of mesoblast; /. throat; e, passage of 
epithelial cells into yolk- cells ; d, yolk- cells ; 
r. dorsal groove along the line of junction 
of the medullary folds. 


% which commences in the region 
backwards, the mesoblast of the 
trunk becomes divided into a 
vertebral portion, cleft into se- 
parate somites, and a lateral un- 
segmented portion (fig. 74). 

The history of these two parts 
and of the mesoblast is generally 
the same as in Elasmobranchs. 

The mesoblast in the head be- 
comes, according to Gotte, divided 
into four segments, equivalent to 
tlie trunk somites. Owing to a 
confii.sion into which Gotte has fallen 
from not recognizing the epiblastio 
origin of the cranial nerves, his 
statements on this head must, I 
think, be accepted with considerable 
reserve \ but some part of his seg- 
ments appears to correspond with 
the head-cavities of Elasmobi-anchii. 

Urodela. Bcott and Osborn 
(No. 1 1 4 ) have shewn that in the 
Newt the mesoblast (fig. 75) is 
formed of two lateral plates, split 
off from the hypoblast, and that 
the ventral growth of these plates 
is largely effected by the conversion 
of yolk-cells into mesoblast-cells. 
They have further shewn that the 
notochord is formed of an axial 


portion of the hypoblast^ as in the 
types already considered (fig. 75). The body-cavity is continued into the 
region of the head ; and the mesoblast lining the cephalic section of the 
body-cavity is divided into the same number of head-cavities as in Elasmo- 
branchii, viz. one in front of the mouth, and one in the mandibular and 
one in each of the following arches. 
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The hypoblast. There are no important points of difference in 
the relations of the hypoblast between the Anura and Urodela. The 
mesenteron, at the stage re- 
presented in fig. 73, forms a 
wide cavity lined dorsally by 
a layer of invaginated hypo- 
blast, and ventrally by the 
yolk-cells. The hypoblast is 
continuous laterally and in 
front with the yolk -cells 
(figs. 72, 74 and 75). At an 
earlier stage, when the me- 
senteron has a less definite 
form, such a continuity be- 
tween the true hypoblast and 
the yolk-cells does not exist 
at the sides of the cavity. 

The definite closing in of 
the mesenteron by the true 
hypobhist-cells commences in 
front and behind, and takes place last of all in the middle (fig. 76). 
In front this process takes place with the greatest ra])idity. The 
cells of tlie yolk-floor become continuously differentiated into hypo- 
blast-cells, and very soon the whole of the front end becomes com- 
pletely lined by true hypoblastic cells, while the yolk-cells become 
confined to the floor of the middle part. 

The front portion of the mesenteron gives rise to the oesophagus, 
stomach and duodenum. Close to its hinder boundary there appears 
a ventral outgrowth, which is the commi'nceiiient of the hepatic 
diverticulum (fig.76,/). 

The yolk is thus post- ^ic 

hepatic, as in Veite- 
brates generally. 

The stomodaium is 
formed comparatively 
late by an epiblastic 


al 

Fid. 75. Transvebre section through the 

CEPHALIC REGION OF A yOUNG NeWT EMBRYO. 

(After Scott and Osborn.) 

Iii.hy. invaginated hypoblast, the dorsal p.ai t 
of which will form the notochord; ep. epiblast 
of neural plate; sj>, splanchnopleure; al. ali- 
mentary tract; yk. and Yhy. yolk-cells. 



invagination (fig. 76, 
m). 

It should be noticed 
that the conversion of 
the yolk-cells into hypo- 
blast-cells to form tlie 
ventral wall of the an- 
terior region of the ali- 
mentary tract is a closely 
similar occurrence to tlie 
formation of cells in the 
yolk-floor of the anterior part of the alimentary tract in Elasraohranchii. 


Fig. 76. Longituhinal section through an ah- 
VANCEi) EMBRYO OF Bo.mrinator. (After Gbtte.) 

m. mouth ; an. anus ; 1. liver ; ne. neurenteric 
canal; me. medullary canal; ch. notochord; pn. pineal 
gland. 
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This conversion is apparently denied by Gotte, but since I find cells in all 
stages of transition between yolk-cells and hypoblast-cells I cannot doubt 
the fact of its occurrence. 

At first, the mesenteron freely communicates with the exterior 
by the opening of the blastopore. The lips of the blastopore gradu- 
ally approximate, and form a narrow passage on the dorsal side of 
which the neural tube opens, as has already been described (fig. 73). 
The external opening of this passage finally becomes obliterated,* 
and the passage itself is left as a narrow diverticulum leading from 
the hind end of the mesenteron into the neural canal (fig. 76). It 
forms the post-anal gut, and gradually narrows and finally atrophies. 
At its front border, on the ventral side, there may be seen a 
slight vcntrally directed diverticulum of the alimentary tract, which 
first becomes visible at a somewhat earlier stage (fig. 73). This 
diverticulum becomes longer and meets an invagination of the skin 
(fig. 76, an), which arises in Rana temporaria at a somewhat earlier 
period than represented by Gotte in Bombinator. This epiblastic 
invagination is the proctodagum, and an anal perforation eventually 
appears at its upper extremity. 

The ditferentiation of the hinder end of the prscanal gut proceeds 
in the same fashion as that of the front end, though somewhat later, 
[t gives rise to the cloacal and intestinal part of the alimentary tract. 
From the ventral wall of the cloacal section, there grows out the bifid 
allantoic bladder, which is probably homologous with the allantois of 
the higher Vertebrata. After the differentiation of the ventral wall 
of the fore and hind ends of the alimentary tract has proceeded for 
a certain distance, the yolk only forms a floor for a restricted 
iriedian region of the alimentary cavity, which corresponds to the um- 
bilical canal of the Amniota. The true hypoblastic epithelium then 
grows over the outer side of the yolk, which thus constitutes a 
true, though small, and internal yolk-sack. The yolk-cells enclosed 
in this sack become gradually absorbed, and the walls of the sack 
form part of the intestine. 

General growth of the Embryo, 

Anura. The pyriform medullary plate, already described, is the 
first external indication of the embryo. This plate appears about 
the stage represented in longitudinal section in fig. 71 B. The 
feature most conspicuous in it at first is the axial groove. It soon be- 
comes more prominent (fig. 77 A), and ends behind at the blastopore 
{hi), the lips of which are continuous with the two medullary folds. 
As the sides of this plate bend upwards to form the closed medullary 
canal, the embryo elongates itself and assumes a somewhat oval 
form. At the same time the cranial flexure becomes apparent (fig. 73), 
and the blastopore shortly afterwards becomes shut off from the 
exterior. The embryo now continues to grow in length (fig. 77 B), 
and the mesoblast becomes segmented. The somites are first formed 
in the neck, and are added successively behind in the unsegmented 
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posterior region of the embryo, 
out into a rounded prominence, 
which rapidly elongates, and 
becomes a well-marked tail 
tmtiiely formed by the elon- 
gation of the post-anal section 
of the body. The whole body 
has a very decided dorsal flex- 
ure, the ventral surface being 
convex. Fig. 78 represents an 
embryo of Bombinator in side 
view, with the tail commen- 
cing to project. The longitu- 
dinal section (fig. 76) is taken 
through an embryo of about 
the same age. In the cephalic 
region important changes have 
taken place. The cranial flex- 
ure has become more marked, 


The liind end of the embryo groAvs 



Fig. 77. Emuryhs of the common Frog. 
(After Remak.) 

A. Young stage represented pnclosed in 
the egg membrane. The medullary platn is 
distinctly formed, hut no part of the medullary 
canal is closed, hi. hlastoporo. 

B. Older embryo after the closure of the 
medullary canal, oc. optic vesicle. Behind 
the optic vesicle are seen two visceral arches. 


but is not so conspicuous a 
feature in the Amphibia as in most other types, owing to the small 
size of the cerebral rudiment. The mid-brain is shewn at fig. 78 a 
forming the termination of the long axis of the body, and the optic 
vesicles (a') are seen at its sides. 

The rudiments of the mandibular (rf), hyoid (e), and first bran- 
chial (e') arches project as folds at the side of the head, but the 



Fio. 78. IjAterae vikw of an ahvaxced emrryo of Bombinator. (After Giitte.) 

a. mid-hrain ; a', oyii; f*. liiml luaiii; d. nuindihuljiv arch; d'. (lassorian ganglion; 
liyoid arch; r''. liiwt branrliial arcli; /’. scvi'iilh iicvve; fdnf^sopliiirvngrpl and 
vagus luavii; rj. auditory vosick'; i. boundary hi'lwiHMi livtu- and yolk-saidc ; A-, suctm ial 
disc; 1. pericardial proiiiineiicc; m. prominence formed by the pronephros. 

visceral clefts are not yet open. Rudiments of the proctodieum and 
stomodanim have appeared, but neither of them as yet communi- 
cates with the mesenteron. Below the hyoid arch is seen a peculiar 
disc (k) which is an embryonic suctorial organ, formed of a plate of 
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thickened epiblast. There is a pair of these discs, one on each 
sld ertrb^t-w ly one of them is shewn in the figure. At a later period 

S I the middle line, though they separate again 
>hy. They are found in the majority of the 
according to Parker in the Aglossa (Pipa and 
They are probably remnants of the same 
suctorial disc of Lepidosteus. 

Lies to grow in length, while the tail becomes 
int, and becomes bent round to the side owing 
the larva within the egg membrane. At the 
olfactory pits become distinct. The stomo- 
deeum deepens, though still remaining blind, and three fresh 
branchial arches become formed ; the last two being very imperfectly 
differentiated, and not visible from the exterior. There are thus six 



TADPOLE OP BoMDINATDR AT THE 


LEVEL OF THE ANTERIOB END OP 

THE TOLK'SACK. (After G-otte.) 


a. fold of epiblast continu- 
ous with the dorsal fin; U\ 
neural cord ; m. lateral muscle ; 

outer layer of mnsole-plate; 
g. lateral plate of mesoblast; 
b. mesentery; u. fold of the 
peritoneal epithelium which 
forma the segmental duct; /. 
alimentary tract; /'. ventral 
diverticulum which becomes 
the liver; c. junction of yolk- 
cells and hypoblast-cells; d. 
yolh-oells. 


arches in all, viz. the mandibular, the 
hyoid and four branchial arches. Between 
the mandibular and the hyoid, and between 
each of the following arches, pouches of 
the mesenteron push their way towards 
the external skin. Of these poaches there 
are five, there being no pouch behind the 
last branchial arch. The first of these will 
form the hyomandibular cleft, the second 
the hyobranchial, and the third, fourth and 
fifth the three branchial clefts. 

Although the pouches of the throat 
meet the external skin, an external open- 
ing is not formed in them till after the 
larva is hatched. Before this takes place 
there grow, in the majority of forms, from 
the outer side of the first and second 
branchial arches small processes, each form- 
ing the rudiment of an external gill ; a 
similar rudiment is formed, either before 
or after hatching, on the third arch; but the 
fourth arch is without it (figs. 80 and 82). 

These external gills, which differ fun- 
damentally from the external gills of Elas- 
mobranchii in being covered by epiblast, 
soon elongate and form branched ciliated 
processes floating freely in the medium 
around the embryo (fig. 80). 

Before hatching the excretory system be- 
gins to develop. The segmental duct is 
formed as a fold of the somatic wall at the 
dorsal side of the body- cavity (fig. 79, u). Its 
anterior end alone remains open to the body- 
cavity, and gives rise to a pronephros with 
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two or three peritoneal openings, opposite to which a glomerulns is 
formed. 

The mesonephros (permanent kidney of Amphibia) is formed as a sc'.ries 
of segmental tubes much later than the proii(‘phros, during late larval life. 
Its anterior end is situated some distance behind the pronephros, and during 
its formation the pronephros atrophies. 

The period of hatching varies in different larvjn, but in most 
cases, at the time of its occurrence, the mouth has not yet become 
perforated. The larva, familiarly known as a tadpole, is at first 
enclosed in the detritus of the gelatinous egg envelopes. The tail, 
by the development of a dorsal and ventral fin, very soon becomes a 
powerful swimming organ. Growth, during the period before the 
larva begins to feed, is no doubt carried on at the expense of the 
yolk, which is at this time enclosed within the mesenteron. 

The mouth and anal perforations are not long in making their 
appearance, and the tadpole is then able to feed. The gill slits also 
become perforated, but the hyomandibular diverticulum in most 
species never actually opens to the exterior, and in all cases becomes 
very soon closed. 

There can be but little doubt that the hyomandibular diverticulum gives 
rise, as in the Arnniota, 
except wlicri tin ‘.so are al)- 
sent Bombiuatorida'). 

Gotte holds however tliat 
these parts are derived 
from the hyo branchial 
cleft, l)ut his stateimaits 
on this head, which would 
involve us in great rnor jdio- 
logical difficulties, stand in 
direct contradiction to the 
careful researches of Par- 
ker. 

Shortly after hatch- 
ing, there grows out from 
the hyoid arch on each 
side an opercular fold of 
skin, which gradually 
covers over the posterior 
branchial arches and the^ 
external gills (fig. 80 d). 

It fuses with the skin 
at the upper part of 
the gill arches, and also 
witli that of the peri- 
cardial wall below them ; 
but is free in the mid- 
dle, and so assists in 


to the Eustachian tube and tym2)anic cavity, 



Fig. 80. Tadpoles with external BRANcni.®. 


(From Huxley; after Ecker.) 

A. Lateral view of a young tadpole. 

B. Ventral view of a somewhat older tadpole. 

Ich. external branchije; in. mouth; n. nasal sack; 
a. eye; o. auditory vesicle; z. horny jaws; ventral 
sucker; d. opercular fold. 

C. More advanced larva, in which the opercular 
fold has nearly covered the branchiie. 

s. ventral sucker; ks. external branchiae; y. rudi- 
ment of hind limb. 
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forming a cavity, known as the branchial cavity, in which the gills 
are placed. Each branchial cavity at first opens by a separate widish 
pore behind (fig. 80), and in Dactylethra both branchial apertures 
are preserved (Huxley). In the larva of Bombinator, and it would 
seem also that of Alytes and Pelodytes, the original widish openings 
of the two branchial chambers meet together in the ventral line, 

and form a single bran- 



Fio. 81. Tadpole op Bombinator from the 

VENTRAL SIDE, WITH THE ABDOMINAL WALL REMOVED. 


chial opening or spiracle. 
In most other forms, i.e, 
Rana, Bufo, Pelobates, 
etc., the two branchial 
chambers become united 
by a transverse canal, and 
the opening of the right 
sack then vanishes, while 


(A-fter Gotte.) 


that of the left remains 


Behind the mouth are placed the two suckers, 
and behind these are seen the gills projecting 
through the spiracles. 


as the single imsymme- 
trical spiracle. In breath- 
ing the water is taken in 


at the mouth, passes through the branchial clefts into the branchial 


cavities, and is thence carried out by the spiracle. 


Immediately after the formation of the branchial cavities, the 


original external gills atrophy, but in their place fresh gills, usually 
called internal gills, appear on the outer side of the middle region of 


the four branchial arches. 


There is a single row of these on the first and fourth branchial 
arches, and two rows on the second and third. In addition to these 
gills, which are vascular processes of the mesoblast, covered, according 
to Gotte, with an epiblastic (?) epithelium, branchial processes appear 
on the hypoblastic walls of the three branchial clefts. The last-named 
branchial processes would appear to be homologous with the gills of 
Lampreys. In Dactylethra no other gills but these are formed (Parker). 

The mouth, even before the tadpole begins to feed, acquires a 
transversely oval form (fig. 81), and becomes armed with provisional 
structures in the form of a horny beak and teeth, which are in use 
during larval life. 


The beak is formed of a pair of horny plates moulded on the upper and 
lower pairs of labial cartilages. The up|)er valve of the beak is the larger 
of the two, and covers the lower. The beak is surrounded by a projecting 
lip formed of a circular fold of skin, the free edge of which is covered by 
papillsB. Between the papillae and the beak rows of horny teeth are 
placed on the inner surface of the lip. There are usually two rows of these 
on the upper side, the inner one not continuous across the middle line, and 
three or four rows on the lower side, the inner one or two divided into two 
lateral parts. 


As the tadpole attains its full development, the suctorial organs 
behind the mouth gradually atrophy. The alimentary canal, which 
is (fig. 81) at first short, rapidly elongates, and fills up with its 
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numerous coils the large body cavity. In the meantime, the lungs 
develop as outgrowths from tne oesophagus. 

Various features in the anatomy of the Tadpole point to its being a 
repetition of a primitive vertebrate type. The nearest living representa- 
tive of this type appears to be the Lamprey. 

The resemblance between the mouths of the Tadpole and Lamprey is very 
striking, and many of the peculiarities of the larval skull of the Anui’a, 
especially the position of the Meckelian cartilages and the subocular arch, per- 
haps find their parallel in the skull of the Lamprey \ The internal hypo- 
blastic gill-sacks of the Frog, with their branchial processes, are probably 
equivalent to the gill-sacks of the Lamprey* ; and it is not impossible that 
the common posterior openings of the gill-pouches in Myxine are equiva- 
lent to the originally paired openings of the branchial sack of the Tadpole. 

The resemblances between the Lamprey and the Tadpole appear to me 
to be sufliciently striking not to be merely the results of more or less 
similar habits ; but at the same time there are no grounds for supposing 
that the Lamprey itself is closely related to an ancestral form of the 
Amphibia. In dealing with the Ganoids and other types arguments have 
been adduced to shew that there was a primitive vertebrate stock pro- 
vided with a perioral suctorial disc; and of this stock the Cyclostomata 
are the degraded, but at the same time the nearest living representatives. 
The resemblances between the Tadpole and the Lamprey are probably due 
to both of them being descended from this stock. The Ganoids, as we have 
seen, also shew traces of a similar descent ; and the resemblance between 
the larva of Dactylethra (fig. 83), the Old Red Sandstone Ganoids* and 
Chimsera, probably indicates that an extension of our knowledge will bring 
to light further affinities between the primitive Ganoid and Holocephalous 
stocks and the Amphibia. 

Metamorphosis. The change undergone by the Tadpole in its 
passage into the Frog is so considerable as to deserve the name of a 
metamorphosis. This metamorphosis essentially consists in the re- 
duction and atrophy of a series of provisional embryonic organs, and 
the appearance of adult organs in their place. The stages of this 
metamoiphosis are shewn 'in fig. 82, 5, 6, /, 8. 

The two pairs of limbs appear nearly simultaneously as small 
buds ; the hinder pair at the junction of the tail and body (fig. 82, 5), 
and the anterior pair concealed under the opercular membrane. The 
lungs acquire a greater and greater importance, and both branchial 
and pulmonary respirations go on together for some time. 

When the adult organs are sufficiently developed an eedysis takes 
place, in which the gills are completely lost, the provisional horny 
beak is thrown off, and the mouth loses its suctorial form. The 
eyes, hitherto concealed under the skin, become exposed on the 

^ Vide Huxley, “Craniofacial apparatus of Petromyzon.** Journal of Anat, and 
Phys.^ Vol. X. 1876. Huxley’s views about the Meckelian arch, etc., are plausible, but 
it seems probable from Scott’s observations that true branchial bars are not developed 
in the Lamprey. How far this fact necessarily disproves Huxley’s views is still doubtful. 

* Conf. Huxley and Gotte. ® Cf. Parker (No. 107 ). 
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surface, and the front limbs appear (hg. 82, 6). With these external 
changes important internal modifications of the mouth, the vascular 
system, and the visceral arches take place. A gradual atrophy of 

the tail, commencing 
at the apex, next sets 
in, and results in the 
complete absorption 
of this organ. 

The long alimen- 
tary canal becomes 
shortened, and the, in 
the main, herbivorous 
Tadpole gradually be- 
comes converted into 
the carnivorous Frog 
(fig. 82, 6, 7, 8). 

The above clescnp- 
tioii of the nietamor- 
phoais of the Frog ap- 
plies fairly to the ma- 
jority of the Anura, 
but it is nocsssary to 
notice a few of the 
more instructive diver- 
gences from till* gi‘iii‘ral 
type. 

In the first place, 
several forms are 
knowu, which are 
hatched in tin* cdiidi- 


Fia. B2. TAnpoLKB and youno of the common Froo. 
(From Mivart. ) 

1. Becently-hatcbed Tadpoles twice the natiual size. 
2, Tadpole with external frills. 2a. Same enlarged. 
3 and 4. Later stages after the enclosure of the gills by 
the opercular niemlirane. 5. Uta^e with well-developed 
hind-limbs visible. U. Stcigc after the cedysis, with both 
pairs of limbs visible. 7. 8tage alter partial atrophy of 
the tail. 8. Young Frog. 


tioii of tin: adult. The 
exact amount ol' meta- 
inorphosi.s which these 
fori I IS pass through in 
tlic egg is still a matter 
of some doubt. Hy- 
lodes Martini censis is 
one of these forms. 
The larva no doubt 


acqiiire.s AvitJiin the egg a lung tail; but wliUe Bavay' states that it is 
provided with external gills, which howev er are nut covered by an uper- 
eiiluin, Peters* was unable to see any traeos of such .structiire.s. 

In Fipa Americana, and apparently in Pipa dorsigera also if a distinct 
species, the larva leaves the cells on the back of the mother in a condition 
closely resembling the adult. The embryos of botli speeios develuji a lung 
tail in the egg, which is absorbed before hatching, and aueurdiiig to Wy linin'’ 


’ Aniifrl. de Scimees Nat.^ 6th Berics, Vnl. xvii., 1873. 

- TU‘ylin. MoiuiUJ)ericht, 1876, p. 703, and Nature^ April 6, 1877. 
Proceed, of Boiton Nat, Hiat. Society. Vol. v.. 1864. 
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P. Americana is also temporarily providffl ^\itll wliicli atrophy 

early. 

The larva of Rhinoderma Darwinii is slated by rlimiuez do la i'ispada 
to be without external gills, and it appears to bo liateliod while still in the 
laryngeal pouch of the male. In Nototrema marsu])iatum the hirva; are 
also stated to be without external gills. 

Amongst the forms with remarkable developiiitMits l*s(Miiiis [jaradoxa 
deserves especial mention, in that the tadpole of this form attains an 
immensely greater bulk than the adult ; a peculiarity which may l)o simply 
a question of nutrition, or may perhaps he explained by supposing that the 
larva resembles a real ancestral form, which was much larger tlian the 
existing Frog. 

Another form of perhaps still greater morphological interest is the 
larva of Dactyl ethra. The chief peculiarities of this larva (fig. 83) have 
been summarized by Parker (No. 107 , p. 626), from whom I quote the 
following passage : 



Fio. 83. IjAUva of Dactylkthha. (After Parker.) 

а. *^The mouth is not inferior in position, suctorial and small, but is 
very wide like that of the ‘ Siluroids and Lophius;’ has an underhung 
lower jaw, an immensely long tentacle from each upper lip, and i)ossesses 
no trace of the primordial horny jaws of the ordinary kind. 

б . “ In conformity with these characters the head is extremely flat or 
depresseil, instead of being high and thick. 

c. “ There are no clampers beneath the chin. 

d. “The branchial orifice is not confined to the left side, but exists on 
the right side also. 

e. “ The tail, like the skull, is remarkably cliiniau-oid; it terminates in a 
long thin pointed lash, and the whole caudal region is narrow and elongated 
as compared with that of our ordinary Batrachian larvEc, 

f. “ The fore-linihs arc not hidden beneath the opercular fold.” 

Although most Aiuirmis embryos are not provided with a sufficient 

amount of yolk to give rise to a yolk-sack as an external aiipendage of the 
embryo, yet in some forms a yolk-sack, nearly as large as that of Teleostei, 
is developed. Uiie of these forms, Alytes obstei rieans, belongs to a well- 
known European genus allied to Pelobat(\s. The (aobryos of Pipa tlorsigera 
(Parker) are also provided with a very large yolk-saek, round which they 
are coiled like a Teleostean embryo. A large yolk-sack is also developed 
in the embryo of Pseudophryne australis. 

The actual complexity of the organization of different tadpoles, and 
their relative size, a.s conijiared witli the adult, vary con.sidcrably. The 

8—2 
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tadpoles of Toads are the smallest, Pseudophryne australis excelling in 
this respect ; those of Pseudis are the largest known. 

The external gills reach in certain forms, which are hatched in late 
larval stages, a very great development. It seems however that this de- 
velopment is due to these gills being especially required in the stages before 
hatching. Thus in Alytes, in which the larva leaves the egg in a stage 
after the loss of the external gills, these structures reach in the egg a very 
great development. In Notodelphis ovipara, in which the eggs are carried 
in a dorsal pouch of the mother, the embryos are provided with long vesi- 
cular gills attached to the neck by delicate threads. The fact (if confirmed) 
that some of the forms which are not hatched till post-larval stages are with- 
out external gills, probably indicates that there may be various contrivances 
for embryonic respiration^ j and that the external gills only attain a great 
development in those insiances in which respiration is mainly carried on 
by their means. The external gills of Elasmobranchii are probably, as 
stated in a previous chapter, examples of secondarily developed structures, 
which have been produced by the same causes as the enlarged gills of 
Alytes, Kotodelphis, etc. 

Urodela. Up to the present time complete observations on the 
development of the Urodela are confined to the Myctodera®. 

The early stages are in the main similar to those of the Anura. 
The body of the embryo is, as pointed out by Scott and Osborn, ven- 
trally instead of dorsally flexed. 'I'he metamorphosis is much less 
complete than in the Anura. The larva of Triton may be taken as 
typical. At hatching, it is provided with a powerful swimming tail 
bearing a well-developed fin : there are three pairs of gills placed 
on the three anterior of the true branchial arches. 

Between the hyoid and first branchial arch, and between the other 
branchial arches, slits are developed, there being four slits in all. 
At the period just before hatching, only three of these have made 
their appearance. The hyomandibular cleft is not perforated. Stalked 
suckers, of the same nature as the suckers of the Anura, are formed on 
the ventral surface behind the mouth. A small opercular fold, deve- 
loped from the lower part of the hyoid arch, covers over the bases of 
the gills. The suctorial mouth and the provisional horny beak of the 
Anura have no counterpart in these larvaa. The skin is ciliated, and 
the cilia cause a rotation in the egg. Even before* hatching, a small 
rudiment of the anterior pair of limbs is formed, but the hind-limbs 
are not developed till a later stage, and the limbs do not attain to 
any size till the larva is well advanced. In the course of the sub- 
sequent metamorphosis lungs become developed, and a pulmonary 
respiration takes the place of the branchial one. The branchial slits 
at the same time close and the branchias atrophy. 

^ In confinnation of this view it may be mentioned that in Pipa Americana the 
tail appears to function as a respiratoiy organ in the later stages of development 
(Pete^. 

* The recent observations on this subject are those of Scott and Osborn (No. 1T4) 
on Triton, of Bambeke (No. 95) on various species of Triton and the Axolotl, and of 
Clark (No. 98) on Amblystoma punctatum. 
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The other types of Myctodera, so far investigated, agree fairly with the 
ISTewt. 


The larva of Amblystoma punctatum (fig. 84) is provided with two 
v-ery long processes (a), like the suctorial processes in Triton, placed on the 
throat in front of the external gills. They are used to support the larva 
w^hen it sinks to the bottom, and have been called by Clark (No. 98) 
balancers. On the development 
3f the limbs, these processes drop 
jff. The external gills atrophy 


ibout one hundred days after 
latching. 

It might have been anticipated 
;hat the Axolotl, being a larval 
:orm of Amblystoma, would agree 
n development with Amblystoma 
junctatum. The conspicuous suc- 
iorial processes of the latter form 
ire however represented by the 
nerest rudiments in the Axolotl. 

The young of Salamandra 
naculata leave the uterus with 
jxternal gills, but those of the 
Alpine Salamander (Salamandra 
itra) are born i^ the fully de- 
veloped condition without gills. 
!n the uterus they pass through 
1/ metamorphosis, and are provided 
in accordance with the principle 
blready laid down) with very long 
;ill-filaments ^ 

Salamandra atra has only two 
mbryos, but there are originally 
. larger number of eggs (Yon Sie- 
►old), of which all but two fail to 
ievelop, while their remains are 
ised as pabulum by the two which 
urvive. Both species of Sala- 



Fio. 84. Larv^ of Amblystoma puncta- 
tum. (After Clark.) 

n, nasal pit; /. oral invagination; op, 
eye; s, balancers; f,l. front limb; hr. bran- 
chisa. 


(lander have a sufficient quantity 


f food-yolk to give rise to a yolk-sack. 

Spelerpes only develops three post-hyoid arches, between which slits are 
Drmed as in ordinary types. Menobranchus and Proteus agree with 
ipelerpes in the number of post-hyoid* arches. 

One of the most remarkable recent discoveries with reference to the 


letamorphosis of the Urodela was made by DumeriP. He found that 
ome of the larvae of the Axolotl, bred in the Jardin des Plantes, left the 
rater, and in the course of about a fortnight underwent a similar meta- 
lorphosis to that of the Newt, and became converted into a form agreeing 
1 every particular with the American genus Amblystoma. During this 


1 Allen Thomson informs me that the crested Newt, Triton cristatus, is in rare 
^stances viviparous. 

* Comptea Rendus^ 1870, p. 782. 
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metamorpliosiB a pulmonary respiration takes the place of a branchial one, 
the gills are lost, and the gill-slits close. The tail loses its lin and be- 
comes rounded, the colour changes, and alterations take place in the gums, 
teeth, and lower jaw. 

Madame von Chauvin* was able, by gradually accustoming Axolotl 
larvae to breathe, artificially to cause them to undergo the above meta- 
morphosis. 

It seems very possible, as suggested by Weismann®, that the existing 
Axolotls are really descendants of Amblystoma forms, which have reverted 
to a lower stage. In favour of this possibility a very interesting discovery 
of Filippi^s® may be cited. He found in a pond in a marsh near Andermat 
some examples of Triton alpestris, which, thougli they had become sexually 
mature, still retained the external gills and the other larval characters. 
Similar sexually mature larval forms of Triton tseniatus have been 
described by Jullien. These discoveries would seem to indicate that it 
might be possible artificially to cause the Newt to revert to a perenni- 
brauchiate condition. 

Gynmophiona. The development of the Gymtiophiona is almost 
unknown, but it is certain that some larval forms are provided with 
a single gill-cleft, while others have external gills. 

A gill-cleft has been noticed in Epicrium glutinosum (Muller), 
and in Coecilia oxynra. In Coecilia compressicauda, Peters (No. io8) 
was unable to find any trace of a gill-cleft, but he.observed in the 
larv» within the uterus two elongated vesicular gills. 

Bibliography. 

Amphihia, 

(93) Oh. van Bambeke. “Recherches sur le d6yeloppement du P^lobate brun.” 
M^vmreB couronn^Sj etc. de VAcad. roy. de Belyiquet 1868. 

(94) Ch. van Bambeke. “Recherches Bur I’embryologie des Batraciens.” 
Bulletin de VAcad. roy. de Belgique, 1876. 

(95) Ch. van Bambeke. “NouveUes recherches sur I’embryologie des Batra* 
ciens.’^ Archives de Biologie, Vol. i. 1880. 

(96) K. E. von Baer. “Die Metamorphose des Eies der Batrachier.” Muller’s 
Archiv, 1834. 

(97) B. Benecke. **Ueber die Entwicklung des Erdsalamanders.” Zoologischer 
Ameiger, 1880. 

(98) S. F. Clarke. “Development of Amblystoma punotatum,” Part I., External. 
Studies from the Biological Laboratory of the Johns Hopkins University, No. ii. 1880. 

(99) H. Cram er. “ Bemerkungen tib. d. Zellenleben in d. Entv^ick. d. Frosobeies.” 
Mtilmr’s Archiv, 1848. 

i iool A. Ecker. leones Physiolog. 1851—1869. 

10 1) A, Gotte. Die Entwicklungsgegchichte der Unke. Leipzig, 1876, 

101) C. K. Hoffmann. “Amphibia.” Klassen u. Ordnungen d. Thierreichs, 
1873—1879. 

(103I T. H. Huxley. Article “Ampbibia” in the Encyelopadia Britannica. 

(104) A. Moquin-Tandon. “ D^veloppement des Batraciens anures.” Annales 
dee Sciences Naturelles, in. 1876. 

^ Zeit.f. wUs. Zool., Bd. xxvii., 1876. 

“ Zeit.f. wiss. Zool,, Bd. xxv., sup. 1876. 

• Arehivio per la Zoologia, V Awitomia e la Fisiohgia, Vol. i. Genoa, 1861. Conf. 
also Von Siebold, •*XJeb^ die gesohlecbtliche Entwicklung d. Urodelen-Larveu.” 
Zeit.f. wise. Zooh, Bd. xxviiz., 1877. 



AMPHIBIA. 


119 


(105) O, Newport. “On the impregnation of the Ovum in Amphibia” (three 
memoirs). Phil. Tram. 1851, 1853, ana 1854. 

(to6) W. K. Parker. “On the structure and development of the Skull of the 
common Frog.” Phil. Tram. ^ Chxi. 1871. 

(107) W. K. Parker. **On the structure and development of the Skull of the 
Batrachia.” Phil. Tram.^ Vol. cxlvi., Part 2. 1876. 

(108) W. C. H. Peters. “Ueber die Entwicklung der Ooecilien und besonders von 
Ooecilia compressicauda.” Berlin. Monatahericht, p. 40, 1874. 

(109) W. C. H. Peters. “Ueber die Entwicklung der Ooecilien.” BerU Monats- 
berichty p. 483, 1875. 

(no) J. L. Prevost and J. B. Dumas. “Deuxidme M4m. s. 1. g^n^ration. 
D6veloppement de PoBuf d. Batraciens.” Ann. Sci. Nat. ii. 1824. 

(in) B. Bemak. Untersuchungen iiber die Enttoicklung der WirbelthierCi 1850— 
1858. 

(112) M. Busconi. Developpement de la grenouille commune depute le moment de 
ea namance jusqu*a son itat parfait^ 1826. 

(113) M. Busconi. Histoire naturelle, diveloppement et mAtamorphoee de la Sala- 

mandre terreetre, 1854. , 

(114) W. B. Scott and H. F. Osborn. “On the early development of the 
common Newt.” Quart. J. of Micr. Science, Vol. xxix. 1879. 

(115) S. Strieker. “Entwicklungsgoschichte von Bufo cinereus,” Sitzb. der 
kaiserl. Acad, zu Wien, 1860. 

(116) S. Strieker. “ Untersuchungen iibor die ersten Ajilagen in Batrachier- 
Eiern.” Zeitechrift f. wise. Zoologie, Bd. xi. 1861. 



CHAPTEK VIII. 


AVES. 

INTRODUCTION, 

The variations in the character of the embryonic development 
of the Amniota are far less important than in the case of the Ichthy- 
opsida. There are, it is true, some very special features in the early 
developmental history of the Mammalia, but apart from these there 
is such a striking uniformity in the embryos of all the groups that 
it would, in many cases, be difficult to assign a young embryo to 
its proper class. 

Amongst the Sauropsida the Aves have for obvious reasons re- 
ceived a far fuller share of attention than any other group ; and an 
account of their embryology forms a suitable introduction to this 
part of our subject. For the convenience of the student many parts 
of their developmental history will be dealt with at greater length 
than in the case of the previous groups. 

The development of the Aves. 

Comparatively few types of Birds have been studied embryo- 
logically. The common Fowl has received a disproportionately large 
share of attention ; although within quite recent times the Duck, the 



Fio. 86, Tolk elemkkib fbou the Eao of the Fowe, 
A. YeUowyolk, B, White yolk. 


Goose, the Pigeon, the Starling, and a Parrot (Melopsittacus undu- 
latus) have also been studied. The result of these investigations has 
been to shew that the variations in the early development of different 
Birds are comparatively unimportant. In the sequel the common 
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Fowl will be employed as type, attention being called when necessary 
to the development of the other forms. 

The ovum of the Fowl, at the time when it is clasped by the ex- 
panded extremity of the oviduct, is a large yellow body enclosed in a 
vitelline membrane. It is mainly formed of spherules of food-yolk. 
Of these there are two varieties ^ one known as yellow yolk ^ and the 
other as white. The white yolk spherules form a small m^s at the 
centre of the ovum, which is continued to the surface by a narrow 
stalk, and there expands into a somewhat funnel-shaped disc, the edges 
of which are continued over the surface of the ovum as a delicate 
layer. The major part of the ovum is formed of yellow yolk. The 
yellow yolk consists of large delicate spheres, filled with small 
granules (fig. 85 A) ; while the white yolk is formed of vesicles of a 
smaller size than the yellow yolk spheres, in which are a variable 
number of highly refractive bodies (fig. 85 B). 

In addition to the yolk there is present in the ovum a small proto- 
plasmic region, containing the remains of the germinal vesicle, which 
forms the germinal disc (fig. 86). It overlies the funnel-shaped disc 



Fig, 86. Section through the germinal disc op the ripe ovarian ovum op a 
Fowl while yet enclosed in its capsule. 
a. Connective-tissue capsule of the ovum; b. epithelium of the capsule, at the 
surface of which nearest the ovum lies the vitelline membrane ; c. granular material 
of the germinal disc, which becomes converted into the blastoderm. (This is not 
very well represented in the woodcut. In sections which have been hardened in 
chromic acid it consists of fine granules.) w.y. white yolk, which passes insensibly 
into the fine granular material of the disc ; x, germinal vesicle enclosed in a distinct 
membrane, but shrivelled up; y. space originally completely filled up by the germinal 
vesicle, before the latter was shrivelled up. 


of white yolk, into which it is continued without any marked line of 
demarcation. It contains numerous minute spherules of the same 
nature as the smallest white yolk spherules. 

Impregnation takes place at the upper extremity of the oviduct. 

In its passage outwards the ovum gradually receives its acces- 
sory coverings in the form of albumen, shell-membrane, and shell 

(fig. 87). 

The segmentation commences in the lower part of the oviduct, 
shortly before the shell has begun to be formed. It is mero- 
blastic, being confined to the germinal disc, through the full depth 
of which however the earlier furrows do not extend. It is mainly 
remarkable for being constantly somewhat unsymmetrical (Kolliker) 
— a feature which is not represented in fig. 88, copied from Coste. 
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Omng to the absence of symmetry the cells at one side of the ger- 



FlO. 87. DiAGEAMftUTIC SECTION OP AN UNINCUBATBD FoWL’s EGG. 

(Modified from Allen Thomson.) 

hi. blastoderm ; w.y. white yoUr. This consists of a central flask-shaped mass and 
a number of layers concentrically arranged around it. y.y. yellow yolk; v.t, vitel- 
line membrane j x, layer of more fluid albumen immediately surrounding the yolk ; 
w. albumen consisting of alternate denser and more fluid layers; chX chalaza; a.ch. 
air-chamber at the broad end of the egg. This chamber is merely a space left 
between the two layers of the shell-membrane. internal layer of shell-membrane; 
$.7n, external layer of shell-membrane; s, shell. 

minal disc are larger than those at the other, but the relations between 
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Fig. 88. Subpace views op the early stages op the segmentation in a Fowl's egg. 

(After Ooste.) 

a, edge of germinal disc; h, vertical furrow; c. small central segment; d. larger 
peripheral segment. 

the disc and the axis of the embryo are not known. During the later 
stages the segmentation is irregular, and not confined to the surface ; 
and towards its close the germinal disc becomes somewhat lenticular 
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in shape ; and is formed of segments, which are smallest in the centre 
and increase in size to- 
wards the periphery (fig. 

89 and 90). The super- 
ficial segments in the 
centre of the germinal 
disc are moreover smaller 
than those below, and 
more or less separated as 
a distinct layer (fig. 90). 

As development proceeds 
the segmentation reaches 
its limits in the centre, 
but continues at the pe- 
riphery ; and thus even- 
tually the masses at the 
periphery become of the 
same size as those at the 
centre. At the time when 
the ovum is laid (tig. 91) 
the uppermost layer of 
segments has given rise 
to a distinct membrane, 
the epiblast, formed of a 



Fig. 89. Surface view of the germinal disc 
OF Fowl’s egg during a late stage of the seg- 
mentation. 

c. BinaU central segmentation spheres ; h, larger 
segments outside these; a. large, imperfectly circum- 
scribed, marginal segments; e. margin of germinal 
disc. 



Fig. 90. Section of the germinal disc of a Fowl during the later stages 

or SEGMENTATION. 

The section, which represents rather more than half the breadth of the blastodem 
(the middle line being shewn at c), shews that the upper and central parts of the disc 
segment faster than those below and towards the periphery. At the periphery the 
segments are still very large. One of the larger segments is shewn at a. In the 
majority of segments a nucleus can be seen ; and it seems probable that the nucleus 
is present in them all. Most of the segments are filled with highly refracting spherules, 
but these arc more numerous in some cells (especially the larger cells near the yolk) 
than in others. In the central part of the blastoderm the upper cells have commenced 
to forngi a distinct layer. No segmentation cavity is present. 

a, large peripheral cell; 6. larger cells of the lower parts of the blastoderm; 
c. middle line of blastoderm; e. edge of the blastoderm adjoining the white yolk; 
w. white yolk. 
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single row of columnar cells {ep). The lower or hypoblast segments 
are larger, in some cases very much larger, than those of the epiblast, 
and are so granular that their nuclei can only with difficulty be 
seen. They form a somewhat irregular mass, several layers deep, and 
thicker at the periphery than at the centre; they rest on a bed of 
white yolk, from which they are in parts separated by a more or less 
developed cavity, which is probably filled with fluid yolk matter 
about to be absorbed. In the bed of white yolk nuclei are present, 
which are of the same character, and have the same general fate, as 



Fio. 91. Section of a blastoderm of a Fowl’s eqo at the 

COMMENCEMENT OF InCUBATION. 

The thin epiblast ep oompoised of columnar cells rests on the 
incomplete lower layer f, composed of larger and more granular 
hypoblast cells. The lower layer is thicker in some places than in 
others, and is especially thick at the periphery. The line below the 
under layer marks the upper surface of the white yolk. The larger 
so-called formative cells are seen at lying on the white yolk. The 
figure does not take in quite the whole breadth of the blastoderm; 
but the reader must understand that both to the right hand and to 
the left ep is continued farther than so that at the extreme edge 
it rests directly on the white yolk. 

those in Elasmobranchii. They are generally more 
numerous in the neighbourhood of the thickened peri- 
phery of the blast^erm than elsewhere. Peculiar 
large spherical bodies are to be found amongst the 
lower layer cells, which superficially resemble the 
larger cells around them, and have been called forma- 
tive cells [vide Foster and Balfour (No. 126)]. Their 
real nature is still very doubtful, and though some are 
no doubt true cells, others are perhaps only nutritive 
masses of yolk. In a surface view the blastoderm, as 
the segmented germinal disc may now be called, ap- 
pears as a circular disc; the central part of which is 
distinguished from the peripheral by its greater trans- 
parency, and forms what is known in the later stages 
as the area pellucida. The narrow darker ring of 
blastodenn, outside the area pellucida, is the com- 
mencing area opaca. 

As a result of incubation the blastoderm under- 
goes a series of changes, which end in the definite 
formation of three germinal layers, and in the esta- 
blishment of the chief systems of organs of the embryo. 
The more important of these changes are accomplished 
in the case of the common Fowl during the first day 
and the early part of the second day of incubation. 

There is hardly any question in development which has 
been the subject of so much controversy as the mode of 
formation of the germinal layers in the common Fowl. The 
differences in the views of authors have been caused to a 
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large extent by the difficulties of the investigation, but perhaps still more 
by the fact that many of the observations were made at a time when the 
methods of making sections were very inferior to those of the present day. 
The subject itself is by no means of an importance commensurate with the 
attention it has received. The characters which belong to the formation of 
the layers in the Sauropsida are secondarily derived from those in the Ich- 
thyopsida, and are of but little importance for the general qiiestions which 
concern the nature and origin of the germinal layers. In the account in the 
se<|uel I have avoided as much as possible discussion of controverted points. 
My statements are founded in the main on my own observations, more espe- 
cially on a recent investigation carried on in conjunction with my pupil, 
Mr Deighton. It is to Kdlliker (No. 135), and to Gasser (No. 127) that 
the most important of the more recent advances in our knowledge are due. 
Kblliker, in his great work on Embryology, definitely established the 
essential connection between the primitive streak and the formation of 
the mesoblast; but while confirming his statement on this head, I am 
obliged to differ from him with reference to some other points. 

Gasser’s work, especially that part of it which relates to the passages 
leading from the neural to the alimentary canal, which he was the first 
to discover, is very valuable. 

The blastoderm gradually grow's in size, and extends itself over 
the yolk ; the growth over the yolk being very largely effected by 
an increase in the size of the area opaca, which during this process 
becomes more distinctly marked off from the area pellucida. liifi.- 
areajeUucida gradually assumes an oval form, and at the same time 
becbnies divided into a posterior opaque region and an an^^^ ffans- 
parent region . The posterior opacity is named by some authors the 
embryonic shield. 

During these changes the epiblast (fig. 92) becomes two layers 
deep over the greater part of the area pellucida, though still only one 
cell deep in the area opaca. The irregular hypoblast spheres of the 
un incubated blastoderm flatten themselves out, and unite into a 
definite hypoblastic membrane (fig. 92). Between this membrane 




Fig, 92. Transveese section through the blastoderm op a chick before 

THE APPEARANCE OP THE PRIMITIVE STREAK. 

The epiblast is represented somewhat diaKrammatically. The hyphens shew the 
points of junction of the two halves of the section. 

and the epiblast there remain a number of scattered cells (fig. 92) 
which cannot however be said to form a definite layer altogether 
distinct from the hypoblast. They are almost entirely confined to 
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^nected with the furmatioD of the structure known as the piinjitiye 
^stjeak. The meaning of tlie latter structure, and its relation to the 
embryo, can only be understood by comparison with the development of 
the forms already considered. The most striking peculiarity in the first 
formation of the embryo Bird, as also in that of the embryos of all Am- 
niota, consists in the fact that they do not occupy a position at the edge 
of the blastoderrn, but are placed near its centre. Behind the embryo 
there is however a peculiar structure — the primitive streak above men- 


the posterior part of the area pellucida, and give rise to the opacity 
of that part. 

At the edge of the area pellucida the hypoblast becomes con- 
tinuous with a thickened rim of material, underlying the epiblast, and 
derived from the orginal thickened edge of the blastoderm and the 
subjacent yolk. It is mainly formed of yolk granules, with a varying 
number of cells and nuclei imbedded in it. It is known as the 
germinal wall, and is spoken of more in detail on ])p. 1112 and I^IM. 

The ch angBS .. which next take place result in the complete (liil'er- 

con- 


Fio. 93. Diaqbamb illustratino the position of the hlastopoive, and the relation 
OF THE EMBRYO TO THE YOLK IN VARIOUS MERODLABTIC VERTEBRATE OVA. 

A. Type of Frog. B. Elasmobranch type. C. Amuiotio Vertebrate. 
mg. medullary plate ; ne. neurenteric canal; hi. portion of blastopore adjoining the 
neurenteric canal. In B this part of the blastopore is formed by the edges of the blasto- 
derm meeting and forming a linear streak behind the embryo; and in G it forms the 
structure known as the primitive streak, yk. part of yolk not yet enclosed by 
the blastoderm. 
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tioned — which is a linear body placed in the posterior region of the 
blastoderm. This body, the nature of which will be more fully ex- 
plained in the chapter on the comparative developineni of \\*rt(d)rates, 
is really a rudimentary part of the blastopore, of tlio same nature as 
the linear streak behind the embryo in Elasmobraneliii formed b}’ the 
concrescence of the edges of the blastoderm {vide p. o2) ; although 
there is no ontogenetic process in the Amniota, like the concrescence 
in Elasmobraneliii. The relations of 
the blastopore in ElasmobraneVni and 
Aves is shown in figs. B and C of the 
diagram (fig. 93). 

In describing in detail the succeed- 
ing changes we may at first confine 
our attention to the area pellueida. 

As this gradually assumes an oval 
form the posterior opacity becomes rcr 
placed by a very dark median streak, 
which extends forwards some distance 
from the posterior border of the aifea^ 

(fig. 94). This is the first rudiment " 
of thi‘ primittVe streakT liffire region Ajo;a nr a 

in front of it the Hastoderm is still 
lornied oi two layers only, hut in the fiust appeauance. 
region of the streak itself the structure primitive streak; ap. umi 

of the blastoderm is greatly altered. ptHutiLla; a. yp. ama opaca. 

The most inijiurtant features in it aio 

represented in fig. 9o. This figure shews that the median portion 
of the blastoderm has become very much thickened (thus producing 
the opacity of the primitive streak), and that this thii-ktoiing is nuised 


I 

^ . I 





Fjo. 95. Teanhveb9E section throuoii a blabtodkum df Aiini t I hi; m.i; i;j.i-ili:sented 
IN riH. 94, SJIEWINO THE FIRST DIFFERENTIATION OF THE fJUMi riVK STTllilAK, 

The section passca through about the middle of the primitive streak. pv8. primitive 
streak; ep. epiblast; hy. hypoblast; yk. yolk of the germinal wall. 

by a proliferation of rounded cells from ilie epiblast. In the very 
young primitive streak, of which fig. 95 is a section, tin' rnun fieri 
cells are still contiiiuous throughout Avith the epiblast, but they foj ru 
nevertheless the rudiment of the greater part of a sheet of meso- 
blast, which will soon arise in this region. 
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In addition to the cells clearly derived from the epiblast, there 
are certain other cells {vide fig. 95), closely adjoining th^ hypoblast, 
which appear to me to be the derivatives of the cells interposed between 
the epiblast and hypoblast, which gave rise to the posterior opacity 
in the blastoderm during the previous stage. In my opinion these 
cells also have a share in forming the future mesoblast. 


The number and distribution of these cells is subject to not inconsider- 
al)le variations. In a fair numhei’ of cases they are entirely congregated 
along the line of the primitive streak, leaving the sides of the blastoderm 
quite free. 1'hey then form a layer, which can only with difficulty be 
distinguislied from the cells derived from the epiblast by slight peculiari- 
ties of staining, and by the presence of a considei*able proportion of large 
granular cells. It is, I believe, by the study of such blastoderms that 
Kblliker has been led to deny to the intermediate cells of the previous stage 
any share in the formation of the mesoblast. In other instances, of which 
fig. 95 is a fiiirly typical example, they are more widely scattered. To 
follow with absolute certainty the history of these cells, and to prove that 
they join tlie mesoblast is not, I l>elieve, possible by means of sections, 

and I must leave the reader to judge how 



Tlie darker shading round the 
primitive streak sliews the exten- 
sion of the mesoblast. 


far the evidence given in the sequel is 
sufficient to justify my opinions on this 
subject. 

In the course of further growth 
the area pellucida soon becomes pyri- 
form, the narrower extremity being the 
posterior. The primitive streak (fig. 96) 
elongates considerably, so as to occupy 
about two-thirds of the length of the 
blastoderm ; but its hinder end in 
many instances does not extend to the 
posterior border of the area pellucida. 
The median line of the primitive streak 
becomes marked by a shallow groove, 
known as the primitive groove. 

During these changes in external 
appearance there grow from the sides 
of the primitive streak two lateral 
wings of mesoblast cells, which gradu- 
ally extend till they reach the sides of 
the area pellucida (fig. 97). The meso- 
blast still remains attached to the epi- 


blast along the line of the primitive streak. During this extension 
many sections through the primitive streak give an impression of the 
mesoblast being involuted at the lips of a fold, and so support 


the view above propounded, that the primitive streak is the rudiment 
of the coalesced lips of the blastopore. The hypoblast below the 
primitive streak is always quite independent of the mesoblast above, 
though much more closely attached to it in the median line than at 
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the sides. The part of the mesoblast, which I believe to be derived 



Fig. 97 . Transverhe section through the front end op the primitive 

STREAK OP A BLASTODERM OF THE SAME AGE AS FIG. 96 . 

j)v. primitive groove; , w. mesoblast; ep. epiblast; hy. hypoblast; yh. yolk of 
germinal wall. 

from the primitive hypoblast, can generally bo distinctly traced. In 
many cases, especially at the front end of the primitive streak, it 
forms, as in fig. 97, a distinct layer of stellate cells, quite unlike the 
rounded cells of the meSoblastic involution of the primitive streak. 

In the region in front of the primitive streak, where the first trace of 
the embryo will shortly appear, the layers at first undergo no important 
changes, except that the hypoblast becomes somewhat thicker. Soon, 
however, as shewn in longitudinal section in fig. 98, the hypoblast 
along the axial line becomes continuous behind with the front end of 
the primitive streak. Thus at this point, which is the future hind 

s 





Fig. 98 . Longitudinal section through the axial line op the primitive 

STREAK, AND THE PART OF THE BLASTODERM IN FRONT OP IT, OP AN EMBRYO CHICK 
SOMEWHAT YOUNGER THAN FIG. 99 . 

pr.8. primitive streak; ep. epiblast; /«/. hypoblast of region in front of primitive 
streak; n. nuclei; yk. yolk of germinal wall.' 

B. E, II. 
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130 FORMATION OF MESOBLAST. 

end of the embryo, the mesoblast, the epiblast, and the hypoblast all 
unite together ; just as they do in all the types of Ichthyopsida. 

Shortly afterwards, at a slightly later stage than that represented 
in fig. 96, an important change takes place in the constitution of the 
hypoblast in front of the primitive streak. The rounded cells, of which 
it is at first composed (fig. 98), break' up into (l) 'a layer formed of a 
single row of more or less flattened elements below — the hypoblast— 
and ( 2 ) into a layer formed of several’ rows of stellatfe elements, between 
the hypoblast and the epiblast — the mesoblast (fig. 99). A separation 
between these two layers is at first hardly apparent, and before it has 
become at all well marked, especially in the median line, an axial 
opaque line makes its appearance in surface views, continued forwards 
from the front end of the primitive streak, but .stopping short at a 


w. 



Fig. 99. Transverse section through the embryonic region of the blasto- 
derm OP A CHICK shortly PRIOR TO THE FORMATION OP THE MEDULLARY GROOVE AND 
NOTOCHORD. 

m. median line of the section; fp.^epiblast; l.l, lower layer cells (primitive hypoblast) 
not yet completely differentiated into mesoblast anti hypotilast ; n, nuclei of germinal 
wall. 

semicircular fold— r the future head-fold — near the front end of the 
area pellucida. In sectiorL.X 8 g* 1 ^ 10 ) this opaque line is seen to be 
fecial concentration of ceTIs i^^ the form of a cgrd. I 
cord is the commencement of the notochord {ch). In some instances 
the commencing notochord remains attached to the hypoblast, while 
the mesoblast is laterally quite distinct {vide and is there- 

fore formed in the same manner as in most Ichthyopsida ; while in 
other instances, and always apparently in the Goose (Gasser, No. 127 ), 
the notochord appears to become differentiated in the already sepa-' 
rated layer of mesoblast. In all cases the notochord and the hypoblast 
below it unite with the front end of the primitive streak ; with which 
also the two lateral plates of mesoblast become continuous. 

From what has just been said it is clear that in the region of the 
embryo the mesoblast originates as two lateral plates split off from 
the hypoblast, and that the notochord originates as a median plate, 
simultaneously with the mesoblast, with which it may sometimes be 
at first continuous. 

K'diliker holds that the mesoblast of the region of the embryo is 
derived from a forward growth from the primitive streak. There is no 
theoretical objection to this view, and I think it would be impossible to 



A VES. 


131 


shew for certain by sections whether or not there is a growth such as he 



Fia, 100. Thansversb section through the embryonic region of the blasto- 
derm OF A chick at the TIME OF THE FORMATION OF THE NOTOCHORD, BUT BEFORE THE 
APPEARANCE OP THE MEDULLARY GROOVE. 

• ep. epiblast; hy. hypoblast; ch. notochord; me. mesoblast; n. nuclei of the germi- 
nal wall yH. 

describes ; but such sections as that represented in fig. 99 (and I have 
series of similar sections from several embr^’os) appear to me to be conclu- 
sive in favour of the view that the mesoblast of the region of the embryo 
is to a large extent derived from a differentiation of the primitive hypoblast. 
I am however inclined to believe that some of the mesoblast cells of the 
embryonic region have the derivation which Kiilliker ascribes to all of 
them. 

As regards the mesoblast of the primitive streak, in a purely olijective 
description like that given above, the greater part of it may fairly be de- 
scribed as being derived fnmi the epiblast. But if it is granted that the 
primitive streak corresponds with the blastopore, it is obvious to the com 
parative embryologist that the mesoblast derived from it really originates 
from the lips of the blastopore, as in so many other cases ; and that to 
describe it, without exjilanation, as arising from the ejiiblast, would give 
an erroneous impression of the real nature of the process. 

The differentiation of the embryo may be said to commence with 
the formation of the notochord and the lateral plates of mesoblast. 
Very shortly after the formation of these structures the axial part of 
the epiblast, above the notochord and in front of the primitive streak, 
which is somewhat thicker than the lateral parts, becomes differ- 
entiated into a distinct m^dnllary plate, the sides of which form two 





Fig. 101. Transverse section of a blastoderm incubated for 18 hours. 

The section passes through the medullary groove me., at some distance behind its 
front end. 

, A. epiblast. B. mesoblast. C. hypoblast. 
rn.c. medullary groove; ?«./. medullary fold; ch; notochord. 
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GERMINAL WALL. 


fulds— the medullary folds — enclosing between them a medullary 
groove (fig. 101). 

In front the two medullary folds, meet, while posteriorly they 
thin out and envblop between them the front end of the primitive 
streak. On the formation of the medullary folds the embryo assumes 
a form not unlike that of the embryos of many Ichthyopsida at a 
corresponding stage. The appearance of the embryo, and its relation 
to the surrounding parts is somewhat diagrammatical ly represented in 



Fig, 102. Surface view of the 

PELLUCID AREA OF A BLASTODERM OF 18 
HOURS. 

None of the opaque area is shewn, 
the pear-shaped outline indicating the 
limits of the pellucid area. 

At the hinder part of the area is 
seen the primitiye groove pr., with its 
nearly parallel walls, fading away be- 
hind, but curving round and meeting 
in front so as to form a distinct an- 
terior termination to the groove, about 
halfway up the pellucid area. 

Above the primitive groove is seen 
the medullary groove w.c., with the me- 
dullary folds A. These, diverging behind, 
slope away on either side of the primi- 
tive groove, while in front they curve 
round and meet each other close upon 
a curved line which represents the head- 
fold. 

The second curved lino in front of 
and concentric with the first is the 
commencing fold of the amnion. 


fig. 102. The priniitive streak now 
ends with an anterior swelling (not 
represented in the figure), and is 
usually somewhat unsymmetrical. 
In most cases its axis is more 
nearly continuous with the left, or 
sometimes the right, medullary fold 
than with the medullary groove. 
In sections its front end appears 
as a ridge on one side or on the 
middle of the floor of the widened 
end of the medullary groove. 

The mesoblast and hypoblast, 
within the area pellucida, do not 
give rise to the whole of these two 
layers in the surrounding area 
opaca; but the whole of the hy- 
poblast of the area opaca, and a 
large portion of the mesoblast, and 
possibly even some of the epiblast, 
take their origin from the peculiar 
material already spoken of, which 
forms the germinal wall, and is 
continuous with the hypoblast at 
the edge of the area opaca (vide 
figs. 91, 94, 97, 98, 99, 100). 

The exact nature of this material 
has been the subject of many con- 
troversies. Into these controversies 
it is not my purpose to enter, but 
subjoined are the results of ray own 
examination. The germinal wall first 
consists, as already mentioned, of the 
lower cells of the thickened edge of 
the blastoderm, and of the subjacent 
yolk material with nuclei. During 
the period before the formation of the 
primitive streak the epiblast extends 
itself over the yolk, partly, it appears, 
at the expense of the cells of the 
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germinal wall, and possibly even of cells formed around the nuclei in 
this part. This mode of growth of the epiblast is very similar to that 
in the epibolic gaatrulas of many Invertebrata, of the Ijamprey, etc.; 
but how far this process is continued in the subsequent extension of the 
epiblast I am unable to say. The cells of the germinal wall, which are at 
first well separated from the yolk below, become gradually absorbed in 
the growth of the hypoblast, and the remaining cells and yolk then become 
mingled together, and constitute a compound structure, continuous at its 
inner border with the hypoblast. This structure is the germinal wall 
usually so described. It is mainly formed of yolk granules with numerous 
nuclei, and a somewhat variable number of largish ceils imbedded amongst 
them. The nuclei typically form a special layer immediately below the 
epiblast, some of which are probably enclosed by a definite cell-body. A 
special mass of nuclei (vide tigs. 98 and 100, n) is usually present at the 
junction of the hypoblast with the germinal wall. 

The germinal wall at this stage corresponds in many respects with 
the granular material, forming a ring below the edge of the blastoderm in 
Teleostei. 

It retains the characters above enumerated till near the close of the 
first day of incubation, i.e, till several inesoblastic somites have become 
established. It then becomes more distinctly separated from the subjacent 
yolk, and its component j)arts change very considerably in character. The 
whole wall becomes much k^ss granular. It is then mainly formed of 
large vesicles, which often assume a palisade-like arrangement, and con- 
tain granular balls, spherules of white yolk, and in an early stage a 
good (leal of granular matter ('Me tig. 115). These bodies have some 
resemblance to cells, and have been regarded as such by Kolliker (No. 135) 
and Vii'chow^ (No. 150) : they contain however nothing which can be con- 
sidered as a nucleus. Between them however nuclei* may easily be seen 
in specimens hardened in picric acid, and stained with hcematoxylin (these 
iiuchu are not shewn in tig, 115). These nuclei are about the same size 
as those of the hypoblast cells, and are surrounded by a thin layer of 
granule r protoplasm, which is continuous with a mesh work of granular 
protoplasm enveloping the above described vesicles. The germinal wall 
is still continuous with the hypoblast at its edge; and close to the 
junction of the two the hypoblast at tii’st forms a layer of moderately 
columnar cells, one or two deep and directly continuous with the ger- 
minal wall, and at a later peric^d usually consists of a mass of rounder 
cells lying above the somewhat abrupt inner edge of the germinal wall. 

The germinal wall certainly gives rise to the hypoblast cells, which 
mainly grow at its expense. They arise at the edge of the area pellucida, 
and when first formed are markedly columnar, and enclose in their proto- 
plasm one of the smsller vesicles of the germinal wall. 

In the later stages (fourth day and onwards) the whole germinal wall 
is stated to break up into columnar hypoblast cells, each of them mainly 
formed of one of the vesicles just spoken of. After the commencing 
formation of the embryo the mesoblast becomes established at the inner 
edge of the area opaca, between the germinal wall and the epiblast ; and 

1 The presence of numerous nuclei in the germinal wall was, I believe, first clearly 
proved by His (No. 132). 1 cannot however accept the greater number of his interpre- 

tations. 
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giv^'es rise to the tinsue which eventually forms the area vasciilosa. It seems 
probable that the mesoblast in this situation is mainly derived from cells 
formed aioiind the nuclei of the germinal wall, which are usually specially 
aggregated close below the epiblast. Disse (No. 122) has especially brought 
evidence in favour of this view, and my own observations also support it. 


The rnosoblastic somites begin to be formed in the lateral plates 
of the mesoblast before the closure of the medullary folds. The 
tirst somite arises close to the foremost extremity of the primitive 
streak, but the next is stated to arise in front of this, so that the first 
formed somite corresponds to the second permanent vertebrah The 
re gion of the embryo in front of the second formed somite — at 
first the largest part of the embryo — is the cephalic region. The 
somites following the second are formed in the regular manner, from 
befoie back wan Is, out (jf the un.segmented posterior part of the 
(‘mbryo. which rapidly grows in length to supply the necessary 
material (fig. 108;. As the somites retain during the early stages 
of development an approximately constant breadth, their number 
is a fair test of the length of the trunk. With the growth of the 
embryo the primitive streak is continually carried back, the length- 
ening of the embryo always taking place between the front end 
of the primitive streak and the last somite; and during this process 

the primitive streak undergoes important 



changes both in itself and in its relation 
to the embr}^. Its anterior thicker part, 
which is enveloped in the diverging me- 
dullary folds, soon becomes distinguished 
in structure from the part behind this, and 
placed symmetrically in relation to the 
axis of the embryo (fig. 103, a.'pr), and at 
the same time the medullary folds, which 
at first simply diverge on each side of the 
primitive streak, bend in again and meet 
behind so as completely to enclose the front 
part of the primitive streak. The region of 
the embryo bird, where the medullary folds 
diverge, is known as the sinus rhomboid- 


Fig. 103. Dorsal view of 

THE HARDENED BLASTODERM OF 
A CHICK WITH FIVE MESOBLA8- 
TIC SOMITES. The medullary 
FOLDS HAVE MET FOR PART OF 
THEIR EXTENT, BUT HAVE NOT 


alis, though it has no connection with the 
similarly named structure in the adult. By 
the time that ten somites are formed the 
sinus rhomboidalis is completely established, 
and the medullary groove has become con- 


uNiTEi). verted into a tube till close up to the front 

a.'pr. anterior part of the end of the sinus. In the following stages 

terhi ' 7 arf oT the^primUWe closure of the medullary canal extends 

streak. to the sinus rhomboidalis, and the folding 


• Further investigations in confirmation of this widely accepted statement are very 
desirable. 
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off of the hind end of the embryo from the yolk commences. Co- 
incidently with the last-named changes the sides of the front part of 
the primitive streak become thickened, and give rise to conspicuous 
caudal swellings; in which the layers of the embryo are indis- 
tinguishably fused. The apparently hinder part of the primitive 
streak becomes, as more particularly explained in the sequel, folded 
downwards and forwards on the ventral side. 

This is a convenient place to notice remarkable appearances which 
present themselves close to the junction of the neural plate and the primi- 
tive streak. These are temporary passages leading from the hinder end of 
the neural tube into the alimentaiy canal. They vary somewhat in different 
species of birds, and it appears that in tlie same species there may be 
several openings of the kind, which appear one after the other and then 
close again. They were first discovered by Gasser (No. 127). In all cases ^ 
they lead round the posterior end of the notochord, or through the ]>oint 
where the notochord falls into the j)rimitive streak. 

If the in'imitive streak is, as I believe, formed of the lips of the blasto- 
pore, there can be but little doubt that these structures are disappearing, 
and functionless rudiments of the opening of the blastopore, and they thus 
lend support to my view as to the nature of the primitive streak. That, in 
part, they corre.spond with the nearenteric canal of the Ichthyopsida is clear 
from the detailed statements below. Till their relations have been more 
fully worked out it is not possible to give a more definite explanation of 
them. 

According to Braun (No. 120) three independent communications are to 
be distinguished in Birds. These are best developed in the Duck. The first of 
these is a small funnel-shaped diverticulum leading from the neural groove 
through the hypoblast. It is visible when eight mesoblastic somites are 
present, and soon disappears. The second, which is the only one I have 
myself investigated, is present in the embryo duck with twenty-six meso- 
blastic somites, and is represented in the series of sections (fig. 104). The 
passage leads obliquely backwards and ventral wards from the hind end 
of the neural tube into the notochord, where the latter joins the primitive 
streak (B). A narrow diverticulum from this passage is continued forwards 
for a short distance along the axis of the notochord (A, ch). After tra- 
versing the notochord, the passage is continued into a hypoblastic diver- 
ticulum, which opens ventrally into the future lumen of the alimentary 
tmet (C). Shortly behind the point where the neurenteric passage com- 
municates with the neural tube the latter structure opens dorsally, and 
a groove on the surface of the primitive streak is continued backwards 
from it for a short distance (C). The first part of this passage to appear 
is the hypoblastic diverticulum above mentioned. 

This j)assage does not long remain open, but after its closure, when the 
tail-end of the embryo has become folded off from the yolk, a third passage 
is established, and leads round the end of the notochord from the closed 
medullary canal into the post-anal gut. It is shewn diagram matically in 
fig. 106, Tie, and, as may be gathered from that figure, has the same relations 
as the neurenteric canal of the Ichthyop.sida. 

^ This does not appear to he the case with the anterior opening in Melopsittacus 
undulatus, though its relations are not clear from Braun’s description (No. no). 
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In the goose a passage has been described by Gasser, which appears 
when about fourteen or fifteen somites are present, and lasts till twenty- 



Fio. 104. Four transverse sections throuoh the neurenteric passage ani> 

ADJOINING PARTS IN A DUCK EMBRYO WITH TWENTY-SIX MESOBLA8TIC SOMITES. 

A. Section in front of the neurentcric canal shewing a lumen in the notochord. 

B. Section through the passage from tho medullary canal into the notochord. 

C. Section shewing the hypoblastic opening of the neurenteric canal, and the 
groove on the surface of the primitive streak, which opens in front into the medullary 
canal. ^ 

D. Primitive streak immediately behind the ojiening of the neurenteric passage. 

me. medullary canal; ep. epiblast; hy. hypoblast; ch. notochord; pr. primitive 
streak. 

three are formed. Behind its opening the medullary canal is continued 
back as a small diverticulum, which follows the course of the primitive 
groove and is apparently formed by the conversion of this groove into a 
canal. It is at first open to the exterior, but soon becomes closed, and then 
atrophies. 

In the chick there is a perforation on the floor of the neural canal, 
which is not so marked as those in the goose or duck, and never results 
in a complete continuity between the neural and alimentary tracts ; but 
simply leads from the floor of the neural canal into the tissues of the 
tail-swelling, and thence into a cavity in the posterior part of the noto- 
chord. ^ The hinder diverticulum of the neural canal along the line of the 
primitive groove is, moreover, very considerable in the chick, and is not so 
soon obliterated as in the goose. The incomplete passage in the chick 
arises when about twelve somites aro present. It is regarded by Braun as 
equivalent to the first fonned passage in the duck, but I very much doubt 
whether there is a very exact equivalence between the openings in different 
types, ^and think it more probable that they are variable remnants of a 
primitive neurenteric canal, which in the ancestors of those forms persisted 
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through the whole period of the early development. The third passage is 
formed in the chick (Kupffer) during the third day of incubation. In 
Melopsittacus undulatus the two first communications are stated by Braun 
(No. 1 20) to be present at the same time, the one in front of the other. 

It is probable, from the above description, that the front portion of the 
primitive streak in the bird corresponds with that part of the lips of the 
blastopore in Elasmobranchii which becomes converted into the tail-swelling 
and the lining of the neurenteric canal ; while the original groove of the 
front part of the primitive streak appeals to be converted into the posterior 
diverticulum of the neural canal. The hinder part of the primitive streak 
of the bird corresponds, in a very general way, with the part of the blasto- 
pore in Elasmobranchii, which shuts off the embryo from the edge of the 
blastoderm {vide p. 52 ), though there is of course no genetic relation between 
the two structures. When the anterior part of the streak is becoming 
conveilied into the tail-swelling, the groove of the posterior part gradually 
shallows and finally disappeaiu The hinder part itself atrophies from 
behind forwards, and in the coui-se of the folding off of the embryo from 
the yolk the part of the blastoderm where it was placed becomes folded in, so 
as to form part of the ventral wall of the embryo. The apparent hinder 
part of the primitive streak is therefore in reality the ventral and anterior 
part’. 

It has generally been maintained that the primitive streak and groove 
become wholly converted into the dorsal portion of the. trunk of the embryo, 
t.e. into the posterior part of the medullary plate and subjacent structures. 
This view appears to me untenable in itself, and quite incompatible with 
the interpretation of the primitive streak given above. To shew how im- 
jifobable it is, apart from any theoretical considerations, I have compiled 
two tables of the relative lengths of the primitive strejik and the body of 
the embryo, measured by the number of sections made through them, in a 
series of examples from the data in Gasser^s important memoir (No. 127). 
In these tables each horizontal line relates to a single embryo. The first 
column shews the number of somites, and the second the number of sections 
through the primitive streak. Where the primitive streak becomes divided 
into two }>arts the sections through the two i)arts are given separately : the 
left column (A) referring to the anterior })art of the streak ; the right 
column (P) to the posterior part. The third column gives the number of 
sections through the embryo. The first table is for fowl embryos, the 
second for goose embryos. 

^ This nomenclature may seem a little paradoxical. But on reflection it will appear 
that so long as the embryo is simply extended on the yolk-sphere, the point where 
the ventral surface begins has to be decided on purely morphological grounds. That 
point may fairly be considered to be close to the junction of the medullary plate and 
primitive streak. To use a mathematical expression the sign will change when we pass 
from the dorsal to the ventral surface, so that in strict nomenclature we ought in con- 
tinuing round the egg in the same direction to speak of passing backwards along the 
medullary, but forwards along the primitive streak. Thus the apparent hind end of 
the primitive streak is really the front end, and vice vend. I have avoided using this 
nomenclature to simplify my description, but it is of the utmost importance that 
the morphological fact should be grasped. If any reader fails to understand my point, 
a reference to fig. 62 B will, I trust, make evciy thing quite clear. The heart of 
Acipenscr {ht) is there seen apparently in front of the head. It is of course really 
ventral, and its apparent position is due to the extension of the embryo on a sphere. 
The apparent front end of the heart is really the hind end, and I’lcc versa. 
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1 

1 No. of 
^ Somites. 

No. of 
sections 
through 
the 

Primitive 

Streak. 

No. of 
sections 
through 
the 

Embryo. 


No. of 
Somites. 

No. of 
sections 
through 
the 

Primitive 

Streak. 

No. of 
sections 
through 
the 

Embryo. 

0 

20 

7 


, . 

0 

10 

4 

0 

45 

10 

. 0 

28 
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39 
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44 

12 
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30 

30 
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i 32 
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30 

30 

4 

24 

1 42 
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104- 17-^:: 27 

, 
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8 
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48 

14 
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1 68 

12 

13 + 10=23 

1 

17 
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- 

14 
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i 

22 

9+ 6=15 


i 18 

10+ 7 = 17 

70 ; 

20 

6+ 5 = 11 



8+ 4 = 12 


- - 

. 

’ — — 


8+ 3 = 11 






An inspection of these two tables shews that an actual diminution in 
the length of the primitive streak takes place just about the time when the 
first somites are being foi'ined, but there is no ground for thinking that 
the primitive streak becomes then converted into the medullary plate. 
Subsequently the primitive streak does not for a considerable time beconie 
markedly shorter, and certainly its curtailment is not really sufficient to 
account for the increased length of the embryo — an increase in lengthy 
which (with the exception of the head) takes place entirely by additions at 
the hind end. At the stage with fourteen somites the primitive streak is 
still pretty long. In the later stages, as is clearly demonstrated by the 
tables, the diminution in the length of the primitive streak maiidy concerns 
the posterior part and not that adjoining the embryo. 


General history of the germinal layers. 

The epiblast. The epiblast of the body of the embryo, though 
several rows of cells deep, does not become divided into two strata 
till late in embryonic life ; so that the organs of sense formed from 
the epiblast, which are the same as in the types already described, 
are not specially formed from an inner nervous stratum. The 
medullary canal is closed in the same manner as in Elasraobranchii, 
the Frog, etc., by the simple conversion of an open groove into a 
closed canal. The closure commences first of all in the region of the 
mid-brain, and extends rapidly backwards and more slowly forwards. 
It is completed in the Fowl by about the time that twelve meso- 
blastic somites are formed. 

The mesohlast. The general changes of this layer do not exhibit 
any features of special interest — the division into lateral and verte- 
bral plates, etc , being nearly the same as in the lower forms. 

The hypoblast* The closure of the alimentary canal is entirely 
effected by a process of tucking in or folding off of the embryo from the 



A VES. 


139 


yolk-sack. The general nature of the process is seen in the diagrams 
figs. 105 and 121. The folds by which it is effected are usually dis- 
tinguished as the head-, the tail- and the lateral folds. The head-fold 
(fig. 105) is the first to appear ; and in combination with the lateral 
folds gives rise to the anterior part of the mesenteron {D) (including 
the oesophagus, stomach and duodenum), which by its mode of forma- 
tion clearly ends blindly in front. The tail-fold, in combination with 
the two lateral folds, gives rise to the hinder part of the alimentary 
tract, including the cloaca, which is a true part of the mesenteron. At 
the junction between the two folds there is present a circular opening 
leading into the yolk-sack, which becomes gradually narrowed as 
development proceeds. The opening is completely closed long before 
the embryo is hatched. Certain peculiarities in reference to the struc- 
ture of the tail-fold are caused by the formation of the allantois, and 
are described with the embryonic appendages. The stomodayum and 



Fio. 105 . DiAGllAMMATiC LONGITUDINAL 8KCTION THKOUGII THE AXIS OF AN EmBRYO BiKD. 

The section is supposed to be made at a time when the head-fold has commenced 
hut the tail-fold has not yet appeared. 

F.So, head-fold of the somatopleure. F.Sp. head-fold of the splanchnopleuro. 

pp. pleuroperitoneal cavity ; Am. commencing (bead-) fold of the amnion ; D. ali- 
mentary tract ; N,C. neural canal; Ch. notochord; A. epi blast ; B, mesoblast ; C, hy- 
poblast. 


proctodaeum are formed by epiblastic invaginations. The commu- 
nication between the stomodseum and the mesenteron is effected 
comparatively early (on the 4th day in the chick), while that between 
the proctodieum and mesenteron does not take place till very late 
(15th day iu the chick). The proctodieum gives rise to the bursa 
Fabricii, as well as to the anus. Although the opening of the anus is 
so late in being formed, the proctodieum itself is very early apparent. 
Soon after the hinder part of the primitive streak becomes tucked in 
on the ventral side of the embryo, an invagination may be noticed 
where the tail of the embryo is folded off. This gradually becomes 
deeper, and finally comes into contact with the hypoblast at the front 
(primitively the apparent hind) border of the posterior section of the 
primitive streak. An early stage in the invagination is shewn in the 
diagram (fig. 106, an). It deserves to be noted that the anus lies 
some way in front of the blind end of the mesenteron, so that there 
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GENERAL DEVELOPMENT OF THE EMBRYO. 


is in fact a well-developed post-anal section of the gnt (fig. lOG, p.a.^), 

which corresponds 


nm 



Ttt € 


Fig. 106 . Diagrammatic longitudinal section through 

THE POSTERIOR END OF AN EMBRYO BIRD AT THE TIME OF THE 
FORMATION OP THE ALLANTOIS. 


with that in the 
Ichthyopsida. For 
a short period, as 
mentioned above 
(p. 185), a neiiren- 
teric canal is pre- 
sent connecting the 
post-anal gut with 
the medullary tube 
in the duck, fowl, 
and other birds. 
On the ventral wall 
of the post-anal gut 
there are at first 


ep. epiblast; Sp.c. spinal canal; ch. notochord; n.e. two prominences, 
neureiiteiic canal; hy, hypoblast ; p.G.r/. post-anal gut ; pr. Tfip nrwtprinr nF 
remains of primitive streak folded in on the ventral side ; • r i c 

al. allantois; vie., mesoblast ; an. point where anus will be these l.S lormed 01 
formed; p.c. perivisceral cavity: avi. amnion; so. somato- part of the tail- 
pleure; «p.si.lauchnopleure. swelling, and is 

therefore derived 

from the apparent anterior part of the primitive streak. The anterior 
is formed from what was originally the apparent posterior part of the 
primitive streak. Tiie post-anal gut becomes gradually less and less 
prominent, and finally atrophies. 


General development of the Embryo. 

It will be convenient to take the Fowl as a type for the general 
development of the Sauropsida.. 

The embryo occupies a fairly constant position with reference t(j 
the egg-shell. Its long axis is placed at right angles to that of the 
egg, and the broad end of the egg is on the left side of the embryo. 
The general history of the embryo has already been traced up to 
the formation of the first formed mesoblastic soinites (fig. 107). This 
stage is usually reached at about the close of the first day. After 
this stage the embryo rapidly grows in length, and becomes, especially 
in front and to the sides, more and more definitely folded off from the 
yolk-sack. 

The general appearance of the embryo between the 30th and 40th 
hours of incubation is shewn in fig. 108 from the upper surface, and 
in fig. 109 from the lower. The outlines of the embryo are far bolder 
than during the earlier stages. Fig. 109 shews the nature of the 
folding, hy which the embryo is constricted off from the yolk-.sack. 
The folds are complicated by the fact that the mesoblast has already 
become split into two layers— a splanchnic layer adjoining the hypo- 
blast and a somatic layer adjoining the epiblast — and that the body- 
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cavity between these two layers has already become pretty wide in 
the lateral parts of the body of the embryo 
and the area pel lucid a. The fold by which 
the embryo is constricted off from the yolk- 
sack is in consequence a double one, formed 
of two limbs or laminsR. an inner limb con- 
stituted by the splanchnopleure, and an 
outer limb by the somatopleure; The re- 
lation of these two limbs is shewn in the 
diagrammatic longitudinal section (fig. 105), 
and in the surface view (fig. 100) the 
splanchnic limb being shewn at sf and 
the somatic at 50. Between the two limbs, 
and closely adjoining the splanchnopleure. 
is seen the heart (hi). At the stage figured 
the head is well marked off from the trunk, 
but the first separation between the two 
regions was effected at an earlier period, 
on the appearance of the foremost somite 
(fig. 107). Very shortly after the cephalic 
region is established, and before the closure 
of the medullary folds, the anterior part 
of the neural canal becomes enlarged to 
form the first cerebral vesicle, from which 
two lateral diverticula — rudiments of the 
optic lobes — are almost at once given off 
(fig. 108, op.ii). By the stage figured the cephalic part of the neural 
canal has become distinctly differentiated into a fore- (/.&), a mid- (m.h) 
and a hind -brain {h,h)] and the hind-brain is often subdivided into 
successive lobes. In the region of the hind-brain two shallow epi- 
blastic invaginations form the rudiments of the auditory pits (uu, p). 

A section through the posterior part of the head of an embryo of 
30 hours is represented in fig. 110. The enlarged part of the neural 
tube, forming the hind-brain, is shewn at {hh). It is still connected 
with the epidermis, and at its dorsal border an outgrowth on each 
side forming the root of the vagus nerve is present {vg). The noto- 
chord (ch) is seen below the brain, and below this again the crescentic 
foregut ial). The commencing heart Qit), formed at this stage of 
two distinct tubes, is attached to the ventral side of the foregut. 

On the dorsal side of the foregut immediately below the notochord is 
seen a small body {x) formed as a thickening of the hypoblast. This may 
possibly be a rudiment of the subnotochordal rod of the Ichthyopsida. 


Fio. 107. Dorsal view or 

THE HARDENER BLASTODERM OF 
A CHICK WITH FIVE MESOBLA8- 
TIC SOMITES. The medullary 
FOLDS HAVE MET FOR PART OF 
THEIR EXTENT, BUT HAVE NOT 
UNITED. 

a.pr, anterior part of the 
primitive streak ; p, pr. posterior 
part of the primitive streak. 


In the trunk (fig. 108) the chief point to be noticed is the com- 
plete closure of the neural canal, though in the posterior part, where 
the open sinus rhomboidalis was situated at an earlier stage, there 
may still be seen a dilatation of the canal (fig. 108, s.r), on each 
side of which are the tail-swellings; while the mesoblastic somites 
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stop short somendiat in front of it. Underneath the neural canal may 
be seen the notochord (fig. 109, ch) extending into the head, as far as 
the base of the mid-brain. At the sides of the trunk are seen the 
mesoblastic somites (p v), the outer edges of which mark the boundary 
between the vertebral and lateral plates. A fainter line can be seen 
marking off the part of the lateral plates which will become part of 
the body-wall, from that which pertains to the yolk-sack. 

During the latter half of the second day, and during the third 
day, great progress is made in the folding off of the embryo. Both 
the head- and tail-ends of the embryo become quite distinct, and 
the side-folds make such considerable progress that the embryo is 
mly connected with the yolk by a broad stalk. This stalk is double, 
5ind consists of an inner splanchnic stalk, continuous with the walls 
)f the alimentary canal, and an outer somatic stalk, continuous with 
the body- walls of the embryo. The somatic stalk is very much wider 
ihan the splanchnic. (Compare fig. 121 E and F, which may be 
:.aken as diagrammatic longitudinal and transverse sections of the 
jmbryo on the third day.) A change also takes place in the position 


Fio. 108. Embbyo of the 
CHICK BETWEEN 30 AND 36 HOURS 
VIEWED FROM ABOVE AS AN OPAQUE 

OB/ECT. (Chromic acid prepara- 
tion.) 

f.h. front-brain; m.b. mid- 
brain; h.h. hind-brain; op.v, optic 
vesicle; au.j). auditory pit; o./. 
vitelline vein ; p. i\ mesoblastic 
somite ; m.f. line of junction of 
the medullary folds above the me- 
dullary canad; ».r. sinus rhom- 
boidalis ; t. tail-fold ; p.r. remains 
of primitive groove (not satisfac- 
torily represented) ; a.p. area pel- 
lucida. 

The line to the side between 
p.r. and ?«./. represents the true 
length of the embryo. 

The fiddle-shaped outline in- 
dicates the margin of the pellucid 
area. The head, which reaches 
as far back as o./., is distinctly 
marked off; but neither the so- 
matopleurio nor splanchnopleuric 
folds are shewn in the figure ; the 
latter diverge at the level of o./., 
the former considerably nearer the 
front, somewhere between the 
lines m.h, and h,h. The optic 
vesicles op.v. are seen bulging out 
beneath the superficial epiblast. 
The heart lying underneath the 
opaque body cannot be seen. The 
tail-fold t. is just indicated; no 
stmct lateral folds are as yet visible in the region midway between head and tail 
k w./. the line of junction between the medullary folds is still visible, being lost 
rwards over the cerebral vesicles, while behind may be seen the remains of the sinus 
lomboidalis, s.r. 
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Fig. 109. An embuyo chick of about thirty- 

six HOURS VIEWED FROM BELOW AS A TRANSPARENT 
OBJECT. 

FB. the fore-brain or first cerebral vesicle, 
projecting from the sides of which are seen the 
optic vesicles op. A definite head is now con- 
stituted, the backward limit of the somatopleure 
fold being indicated by the faint line S.O. Around 
the head are seen the two limbs of the ainniotic 
head-fold: one, the true amnion closely en- 
veloping the head, the other, the false' amnion a\ 
at some distance from it. The head is seen to 
project beyond the anterior limit of the pellucid 
area. 

The splanchnopleure fold extends as far back 
as sp. Along its diverging limbs are seen the 
conspicuous venous roots of the vitelline veins, 
uniting to form the heart h, already^ established 
by the coalescence of two lateral halves which, 
continuing forward as the bulbus arteriosus b.a^ 
is lost in the substance of the head just in front 
of the somatopleure fold. 

HB. hind-brain; MB. mid-brain; p.v. and 
v.pl. mesoblastic somites ; ch. front end of noto- 
chord; me. posterior part of notocherd; e. parietal 
mesoblast ; ph outline of area pellucida ; pv. 
primitive streak. 


rh 



of the embryo. 
Up to the third 
day it is placed 
s y mm e trie al- 
ly, on the yolk, 
with its ventral 
face downwards. 
During this day 
it turns so as 
partially to lie 
on its left side. 
This rotation af- 
fects first the 
head (fig. Ill), 
but in the course 
of the fourth day 
gradually ex- 
tends to the rest 
of the body (fig. 
118). Coinci- 
dently with this 
change in posi- 
tion the whole 



Fig. 110. Transverse section through the posterior 

PART OF THE HEAD OF AN EMBRYO CHICK OP THIRTY HOURS. 


hh. hind-brain; vg. vagus nerve; ep. epiblast; ch. noto- 
chord ; .X. thickening of hypoblast (possibly a rudiment of the 
subnotochordal rod); al. throat; ht. heart; pp. body-cavity; 
80. somatic mesoblast; «/. splanchnic mesoblast; hy. hypo- 
blast. 


embryo undergoes a ventral and somewhat spiral flexure. 
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DEVEJ.OPMKNT DViaXd THE TUI HD DAY. 


During the hit k-i- ])art of tlu' sro )ii(l da, \ and during the third day 
important cliangos tako jdace in the head. One of tlieso is the 
cranial flexure. This, which must not b(^ confounded with tlu' curva- 
ture of the body just referred to, commences by lla^ l)ending down- 
wards of the front part of the head round a point which may lie 
considered as the extreme end either of the notochord or of the 
alimentarv canal. 

Fia. Ill, Chick of the third 
DAY (54 hours) viewed from under- 
neath AS A transparent OBJECT. 

a\ the outer amiiiotic fold or false 
amnion. This is very conspicuous 
around the head, but may also be 
seen at the tail. 

a. the true amnion, very closely 
enveloping the head, and here seen 
only between the projections of the 
several cerebral vesicles. It may also 
be traced at the tail, t. 

In the embryo of which this is a 
drawing the head- fold of the amnion 
reached a little farther backward than 
the reference w, but its limit cannot 
be distinctly seen through the body 
of the embryo. 

C.ll, cerebral hemisphere; F.IL 
vesicle of the third veiitriclo; M.U. 
mid-brain; ILB. hiiid-biain; Up. eye; 
Of. auditory vesicle. 

OfV. vitelline veins forming the 
venous roots of the heart. The trunk 
on the right hand (left trunk when 
the embryo is viewed in its natural 
position from above) receives a large 
branch, shewn by dotted lines, coming 
from the anterior portion of the sinus 
terminalis. lit. the heart, now com- 
pletely twisted on itself. Ao. the 
bulbus arteriosus, the three aortic 
arches being dimly seen stretching 
from it across llio throat, and uniting 
into the aoi ta, still more dimly seen 
as a curv('d dark line running along 
the body. The other curved dark line by its side, ending near the reference y, is the 
notochord ch. 

About opposite the line of reference x the aorta divides into two trunks, which 
running in the line of the somewhat opaque somites on either side, are not clearly 
scon. Their branches howov(U’, Of. a., the vitelline arteries, are conspicuous and are 
seen to curve round the commencing side- folds. 

Pv. mesoblastic somites. 

X is placed at the “point of divergence” of the splanchnopleure folds. The blind 
foregut begins here and extends about up to near the more transparent space 
marked by that letter is however mainly due to the presence there of investing 
mass at the base of the brain, x marks the hind limit of the splanchnopleure folds. 
The limit of the more transparent somatopleure folds cannot be seen. 

It wdll he of course understood that all the body of the embryo above the level of 
the reference r, is se en through the portion of the yolk-sac (vascular and pellucid area), 
which has In'cn removed with the embryo from the egg, as well as through the double 
amniotic fold. 

Tlie view being from below, whatever is desciilu d in tlu' na-tuial position as being to 
the I'iglit a]>]M ars bta-e to the left, ainl r/er n 
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The cranial Hexure progresses rapidly, the front-brain being more 
and more folded down till, at the end of the third day, it is no longer 
the first vesicle or fore-brain, but the second cerebral vesicle or mid- 
brain, which occupies the extreme front of the long axis of the embryo. 
In fact a straight line through the long axis of the embryo would 
now pass through the mid-brain instead of, as at the beginning of 
the second day, through the fore-brain, so completely has the front 
end of the neural canal been folded over the end of the notochord. 
The commencement of this cranial flexure gives the body of an embryo 
of the third day somewhat the appearance of a chemist’s retort, the 
head of the embryo corresponding to the bulb. On the fourth day 
the flexure is still greater than on the third, but on the fifth and 
succeeding days it becomes less obvious. 

The anterior part of the fore-brain . jp a , ' I 

has now become greatly dilated, and may 

be distinguished from the posterior part ! ■ 

as the unpaired rudiment of the cere- 
bral hemispheres. It soon bulges out 

laterally into two lobes, which do not ^ i 

however become separated by a median "r' 

partition till a much later period. ' , ,/ 

Owing to the development of the 
cerebral rudiment the posterior part of the 

fr\ro • ^ HEAD OF AN Embryo Chick OF THE 

/i 2 1 f occupies the front third day as an opaque object. 

position (ng. Ill, and 112 and ceases (Chromic acid preparation.) 
to be the conspicuous object that it was. CH. Cerebral hemispheres; 
Inasmuch as its walls will hereafter be ventricle; 

doveloped into the part, eurrouading the K SSfoilS.S:'" K 
so-called third ventricle of the brain, it sal pit: ot. auditory vesicle in the 
is known as the vesicle of the third ven- ^ opening 

iricle, or the thalameneephaleo. 

On the summit of the thalamcn- roidal fissure. The choroidal fls- 
cephalon there may now be seen a small though formed entirely un- 

oonie.1 ^ejection, the rudiment of the “ig'XS'tomtlS 

pineal (jland, while the centre of the floor side. 

i.s produced into a funnel-shaped process, , ^ ''>»'»ral fold; 

the which, .trctching U,'- tSTJ,' 

waids the extreme end of the alimentary process. 

canal, joins the pituitary body , ^ *'’'>'■‘1 and 

I- • • 1 • . ■ fourth visferal folds, with the 

(yond an increase in size, wllK^h it visceral eleft.s between them, 
shares with nearly all parts of the cm- 

bryo, and the change of position whicli has already been referred 
to, the mid-brain undergoes no great alterations during the third day. 
Its sides will ultimately become developed into the corpora bigemina 
or optic lobes, its floor tvill form the crura cerebri, and its cavity will 
be reduced to the narrow canal known as the iter a tertio ad (piartum 
yentriculum and two diverticnlii leading from this into tlie optic 
lobes. 


Fig. 112. Side view of the 
HEAD OF AN EmBRYO ChiCK OF THE 
THIRD DAY AS AN OPAQUE OBJECT. 

(Chromic acid preparation.) 

CH. Cerebral hemispheres ; 
F.B. Vesicle of third ventricle; 
M.B. Mid-brain ; Cb. Cerebellum; 
H.B. Medulla oblongata ; N. Na- 
sal pit : ot. auditory vesicle in the 
stage of a pit with the opening 
not yet closed up; op. Optic ves- 
icle, with 1. lens and ch.f. cho- 
roidal fissure. The choroidal fis- 
sure, though formed entirely un- 
derneatli the superficial epiblast, 
is distinctly visible from the out- 
side. 

1 F. The first visceral fold; 
above it is seen a slight indica- 
tion of the superior maxillary 
process. 

2, 3, 4 F. Second, third and 
fourth visceral folds, with the 
visceral clefts between them. 


B. K. II. 


10 
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DEVELOPMENT DURING THE THIRD DAY. 


In the hind-bmin, or third cerebral vesicle, the roof of the part 
which lies nearest to the mid-brain, becomes during the third day 
marked off from the rest by a slight constriction. This distinction, 
wliich hccoiiics much Jiiore evident later on by a thickening of the 
walls iiml roof ()1‘ the front portion, separates the hind-brain into the 
cerebelluin and the medulla oblongata (fig. 112 (L and UB). While 
the walls of the cerebellar portion of the hiud-biiiin become very 
much thickened as well at the roof as at tbe sides, the roof of the 
posterior portion or medulla oblongata thins out into a more mem- 
brane, forming a delicate covering to the cavity of the vesicle 
(fig. 114 IV), which here becoming broad and shallow with greatly 
thickened floor and sides, is known as the fourth ventricle, subse- 
quently overhung by the largely-dcveloi^ed posterior portion of the 
cerebellum. 

The third day, therefore, marks the distinct differentiation of 
the brain into five distinct parts: the cerebral hemispheres, the 
central masses round the third ventricle, the corpora bigemina, the 
cerebellum and the medulla oblongata ; the original cavity of the 
neural canal at the same time passing from its temporary division of 
three single cavities into the permanent arrangement of a series of 
connected ventricles, viz. the lateral ventricles, the third ventricle, the 
iter (with a prolongation into the optic lobe on each side), and the 
fourth ventricle. 



Fitt. 113. Head or an Embkyo Chick of the fourth day 
VIEWED as an opaque OBJECT: FROM THE FRONT IN A, AND 
PROM THE SIDE IN B. (Chromio acid preparation.) 

CH, cerebral hemispheres; FB. vesicle of the third ven- 
tricle; ()}). eyeball; uf. naso-frontal process; M, cavity of 
mouth; *S3/. Huperior maxillary process of F. 1, the first 
visceral fold (inferior maxillary process) ; F, 2, F. 3, second 
and third visceral folds ; N. nasal pit ; ot. otic vesicle. 

In order to gain the view here given the neck was cut 
across between the third and fourth visceral folds. In the 
section e thus made, are seen the alimentary cannl al, the 
neural canal «.c., the notochord c//, the dorsnl uoifa dO, and 
the vertebral veins 


By the third 
day the lens of the 
eye has become 
formed by an in- 
vagination of the 
epiblast, and other 
changes in the eye 
have taken place. 
The external open- 
ing of the auditory 
pit is closed before 
the completion of 
the third day (fig. 
114, ItL ) ; and the 
rudiments of the 
external parts of 
the organ of smell 
have become form- 
ed as small pits on 
the under surface 
of the fore-brain 
(fig. 112, Like 
the lens and the 
labyrinth of the 
enr, they are form- 
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ed as invaginations of the external epiblast ; unlike them they ar^ 
never closed up. 

During the second and third days there are formed the visceral or 
branchial clefts, homologous with those of the Ichthyopsida, though 
never developing branchial processes from their walls. 

They are however real clefts or slits passing right through the 
walls of the throat, and are placed in series on either side across the 
axis of the alimentary canal, lying not quite at right angles to that 
axis nor parallel to each other, but converging somewhat to the 
middle of the throat in front (fig. 112 and fig. 113). 



AOA 


Fig. 114 . Section through the hind-brain of a Chick at the end of the 

THIRD DAY OF INCUBATION. 

IV. Fourth ventricle. The section shews the very thin roof and thicker sides of 
the ventricle. Ch. Notochord ; CV. Anterior cardinal vein ; CC. Involuted auditory 
vesicle; CC points to the end which will form the cochlear canal; ItL. Kecossus 
labjo’inthi (remains of passage connecting the vesicle with the exterior) ; hy. Hypoblast 
lining the alimentary canal ; AO.^ AOA. Aorta, and aortic arch. 

Four in number on either side, the anterior is the first to be 
formed, the other three following in succession. They originate as 
pouches of the hypoblast, which meet the epiblast. At the junction 
of the epiblast and hypoblast an absorption of the tissue is effected, 
placing the pouches in communication with the exterior. 

No sooner has a cleft been formed than its anterior border (ie. the 
border nearer the head) becomes raised into a thick lip or fold, the 
visceral or branchial fold. Each cleft has its own fold on its anterior 
border, and in addition the posterior border of the fourth or last 
visceral cleft is raised into a similar fold. There are thus five visceral 
folds to four visceral clefts (figs. 112 and 113). The last two folds how- 
ever, and especially the last, are not nearly so thick and prominent as 
the other three, the second being the broadest and most conspicuous 

10—2 
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of all. The first fold meets, or nearly meets, its fellow in the middle 
line in front, but the second falls short of reachiug the middle 
line, and the third, fourth and fifth do so in an increasing degree. 
Thus in front views of the neck a triangular space with its apex 
directed towards the head is observed between the ends of the several 
folds (fig. 113 A). 

Into this space the pleuroperitoneal cavity extends, the somato- 
pleure separating from the splanchnopleure along the ends of the folds ; 
and it is here that the aorta plunges into the mesoblast of the body. 

The history of these most important visceral folds and clefts will 
be dealt with in detail hereafter ; meanwhile I may say that in the 
chick and higher Vertebrates the first three pairs of folds are those 
which call for most notice. 

The first fold on either side, increasing rapidly in size and promi- 
nence, does not, like the others, remain single, but sends off in the 
course of the third day a branch or bud-like process from its upper 
edge (fig. 113). This branch, starting from near the outer end of the 
fold, runs forwards and upwards in front of the stomoda^um, tending 
to meet the corresponding branch from the fold on the other side, at 
a point in the middle line nearer the front of the head than the 
junction of the main folds (fig. 113 sm). The two branches do not 
quite meet, being separated by a median process, which at the same 
time grows down from the extreme front of the head, and against 


Me. 



Fig. 116 . Transveese section through the dorsal region of an Embryo Chick op 
* 45 HOURB. 

M.c. medullai^ canal ; P.v. mesoblastio somite ; W.d. Wolffian duct ; So. Somato- 
pleure ^ S.p. Splanchnopleure ; p.p. pleuroperitoneal cavity ; ao. aorta ; v. blood- 
vessels; w. germinal wall; ch. notochord; op, junction between area opaca and area 
pellucida. 
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which they abut (fig. 120 k). Between the main folds, which are 
directed somewhat downwards and their branches which slant up- 
wards, the somewhat lozenge-shaped stomodoBum is placed, which, as 
the folds become more and more prominent, grows deeper and deeper 
(fig. 120 A). The main folds form the mandibular arch, and their 
branches the maxillary processes, and the descending process which 
helps to complete the anterior margin of the stomodseum or oral 
cavity is called, from the parts which will be formed out of it, the 
fronto-nasal process. 

In two succeeding pairs of visceral folds, which correspond with 
the hyoid and first branchial arches of the Tchthyopsida, are de- 
veloped the parts of the hyoid bone, which will be best considered in 
connection with the development of the skull. The last two dis- 
appear in the chick without giving rise to any permanent structures. 
The external opening of the first visceral i.e. liyomandibular cleft 
becomes closed^ but the inner part of the cleft, opening into the 
mouth, gives rise to the Eustachian tube and the tympanic cavity, 
the latter being foi^med as a special diverticulum. 


spc 



Fig, 116. Tkansversb section through the trunk op a Duck Embryo with about 

TWENTY-FOUR MES0BLA8TIC SOMITES. 

atn. amnion; so. somatopleure ; sp. splanchnopleure ; wd. Wolffian duct; st. seg- 
mental tube; ca,v. cardinal vein; vis. muscle-plate; sp.^/. spinal ganglion; spx. spinal 
cord; ch. notochord; ao. aorta; hy. hypoblast. 

1 Vide Moldenhauer, “Die Entwicklung des miilleren und des ausseren Ohres.” 
Morphologisches Jahrbuch, Vol. iii. 1877. 
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Part of the membranous mandibular and hyoid arches form a wall round 
the dorsal part of the original opening of this cleft, and so give rise to the 


•re 



Fio. 117. Section through the dorsal region of an Embryo Chick at the end 

OF THE third DAY. 

Am. amnion; m.p, muscle-plate. C.V, cardinal vein. Ao, dorsal aorta. The 
section passes throu^ the point where the dorsal aorta is just commencing to divide 
into two branches. Ch. notochord; W.d. Wolffian duct; W.b. commencing differen- 
tiation of the mesoblast cells to form the Wolffian body ; ep, epiblast ; So. somato- 
pleure; Sp, splanchnopleure ; hy. hypoblast. The section passes through the point 
where the digestive canal communicates with the yolk- sack, and is consequently still 
open below. 

meatus auditorius externus. At the bottom of this is placed the tympanic 
membrane, which is probably derived from the tissue which grows over the 
dorsal part of the opening of the first cleft. It is formed of an external 
epiblastic epithelium, a middle layer of mesoblast, and an internal hypo- 
blastic epithelium. 

The general nature of the changes, which take place in the 
trunk between the commencement of the second half of the second 
day and the end of the third day, is illustrated by the sections 
figs. 115, 116, 117. 

In the earliest of these sections there is not a trace of a fold- 
ing off of the embryo from the yolk, and the body walls are quite 
horizontal. In the second section (fig. 116), from an embryo of 
about two days, the body walls are already partially inclined, and the 
splanchnopleure is very distinctly folded inwards. There is a con- 
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Fig. 118. Embryo Chick at the end of the fourth day seen as a transparent 

OBJECT. 

The amnion has been completely removed, the cut end of the somatic stalk is 
shewn at S,S. with the allantois {Al) protruding from it. 

C.H. cerebral hemisphere ; F.B, vesicle of the third ventricle with the 
pineal gland {Pn) projecting from its summit; M,B. mid-brain; C76. cerebellum. 
IV. V. fourth ventricle; L. lens; ch.s. choroid slit. Owing to the growth of the 
optic cup the two layers of which it is composed cannot any longer be seen from 
the surface, but the retinal surface of the layer alone is visible. Cen.V. audi- 
tory vesicle; s.m. superior maxillary process; IF, 2F. etc. first, second, third and 
fourth visceral arches ; V. fifth nerve sending one branch to the eye, the ophthalmic 
branch, and another to the first visceral arch; VII. seventh nerve passing to the 
second visceral arch ; G.Ph. glossopharyngeal nerve passing towards the third visceral 
arch ; Pg. pneumogastric nerve passing towards the fourth visceral arch ; iv. investing 
mass. No attempt has been made in the figure to indicate the position of the dorsal 
wall of the throat, which cannot be easily made out in the living embryo; ch. noto- 
chord. The front end of this cannot be seen in the living embryo. It does not end 
however as shewh in the figure, but takes a sudden bend downwards and then termi- 
nates in a point. Ht. heart seen through the walls of the chest ; M.P. muscle-plates. 
W. wing ; H.L. hind limb. Beneath the hind limb is seen the curved tail. 


siderable space betweeii the notochord and the hypoblast, which 
forms the rudiment of the mesentery. 

In the third section (fig. 117) the body walls have become nearly 
vertical, the folding of the splanchnopleure is nearly completed, and 
it is only for a small region that the alimentary tract is open, by the 
vitelline duct, to the yolk sack. 

These three sections further illustrate (1) the gradual differentiation 
of the mesoblastic somites (fig. 115 P.v) into {a) the muscle-plates (figs. 
116 ms and 117 mp)y and (6) the tissue to form the vertebral bodies 
and adjacent connective tissue ; (2) the formation of a mass of tissue 
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between the lateral plates and the mesoblastic somites (fig, 115), 
known as the intermediate cell mass, on the dorsal side of which 
the Wolffian duct is formed, while the intermediate cell mass itself 
breaks up into the segmental tubes (fig. 116 st) and connective tissue 
of the Wolffian body. 

Various other features in the development of the vascular system, 
general mesoblast, etc., are also represented in these sections. It may 
more especially be noted that there are at first two widely separated 
dorsal aortse, which gradually approach (fig. 115 and 116) ; and meeting 
first of all in front finally coalesce (fig. 117 & 119) for their whole length. 

The general appearance of the embryo of the fourth day may be 
gathered from fig. 118. 

The changes which have taken place consist for the most part in 
the further development of the parts already present, and do not 
need to be specified in detail. The most important event of the day is 



Fig. 119 . Section through the lumbar region of an Embryo Chick at the end 

OF THE FOURTH DAY. 

n.c. neural canal ; p.r. posterior root of spinal nerve 'with ganglion ; a.r. anterior 
root of spinal nerve; A.O.C. anterior grey column of spinal cord; A,W.G, anterior 
white column of spinal cord just commencing to be formed, and not very distinctly 
marked in the figure ; m,p, muscle-plate ; ch. notochord ; W.B. Wolffian ridge. 
A.O. dorsal aorta; F.c. a. posterior cardinal vein; W,d, Wolffian duct; W.b. Wolffian 
body, consisting of tubules and Malpighian bodies ; g,e, germinal epithelium; d. ali- 
mentary canal ; M, commencing mesentery ; SO. somatopleure ; SF. splanchno- 

nleure : V . bloori-VftRfiAls* nn . rtlAurnnorif^npal 
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perhaps the formation of the limbs. They appear as outgrowths 
from a slightly marked lateral ridge (fig. 119 WR), which runs on the 

A. B. 



Fig. 120 . Head of a Chick from below on the sixth and seventh days of 
INCUBATION. (From Huxley.) 

la. cerebral vesicles; a. eye, in which the remains of the choroid slit can still be 
seen in A; g. nasal pits; k. fronto-nasal process; 1. superior maxillary process; 
1. inferior maxillary process or first visceral arch; 2. second visceral arch; x. first 
visceral cleft. 

In A the cavity of the mouth is seen enclosed by the fronto-nasal process, the 
superior maxillary processes and the first pair of visceral arches. At the back of it is 
seen the opening leading into the throat. The nasal grooves leading from the 
nasal pits to the mouth are already closed over and converted into canals. 

In B the external opening of the mouth has become much constricted, but it is 
still enclosed by the fronto-nasal process and superior maxillary processes above, and 
by the inferior maxillary processes (first pair of visceral arches) below. 

The superior maxillary processes have united with the fronto-nasal process, along 
nearly the whole length of the latter. 

level of the lower end of the muscle plates for nearly the whole 
length of the trunk. This ridge is known as the Wolffian ridge. 
The first trace of the limbs can be seen towards the end of the third 
day ; and their appearance at the end of the fourth day is shewn in 
fig. 118 W and HL, 

A section through the trunk of the embryo on the fourth day is 
represented in fig. 119. The section passes through the region of the 
trunk behind the vitelline duct. The mesentery {M) is very much 
deeper and thinner than on the previous day. The notochord has be- 
come invested by a condensed mesoblastic tissue, which will give rise 
to the vertebral column. The two dorsal aortas have now completely 
coalesced into the single dorsal aorta, and the Wolffian body has 
reached a far more complete development. 

In the course of the fifth day the face begins to assume a less 
embryonic character, and by the sixth and succeeding days presents 
distinctive avian characters. 

The general changes which take place between the sixth day and 
the time of hatching do not require to be specified in detail. 
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Foetal Membranes. 

The Reptilia, Aves and Mammalia are distinguished from the 
Ichthyopsida by the possession of certain provisional foetal mem- 
branes, known as the amnion and allantois. 

As the mode of development of these membranes may be most 
conveniently studied in the chick, I have selected this type for their 
detailed description. 

The Amnion, The amnion is a peculiar sack which envelopes, 
and protects the embryo. 

At the end of the first day of incubation, when the cleavage of 
the mesoblast has somewhat advanced, there appears, a little way in 
front of the semilunar head-fold, a second fold (fig. 102, also fig. 
121, C, a/* and fig. 122 Am), running more or less parallel or rather 
concentric with the first and not unlike it in general appearance, 
though differing widely from it in nature. This second fold gives rise 
to the amnion, and is limited entirely to the somatopleure. Rising 
up as a semilunar fold with its concavity directed towards the 
embryo (fig. 121 C, a/), as it increases in height it is gradually 




Fig. 121 . 

Fig. 121 A to N fonns a series of purely dia^ammatio representations intro- 
duced to facilitate the comprehension of the manner in which the body of the embryo 
is formed, and of the various relations of the yolk-sack, amnion, and allantois. 

In all 't’t is the vitelline membrane, placed, for convenience sake, at^ some distance 
from its contents, and represented as persisting in the later stages; in reality it is 
in direct contact with the blastoderm or yolk, and early ceases to have a separate 
existence. In all c indicates the embryo proper; pp the general pleuro-peritoneal 
space with its extension between the membranes ; of the folds of the amnion ; a the 
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amnion proper ; ae or ac the cavity holding the liquor amnii ; al the allantois ; a* the 
alimentary can^ ; y or ys the yolk or yolk-sack, 

A, which may be considered as a vertical section taken longitudinally along the 
axis of the embryo, represents the relations of the parts of the egg at the time 
of the first appearance of the head-fold, seen on the right-hand side of the embryo e. 
The blastoderm is spreading both behind (to the left hand in the figure), and in front 
(to right hand) of the head fold, its limits being indicated by the shading and 
thickening for a certain distance of the margin of the yolk y. As yet there is no fold 
on the left side of e corresponding to the head-fold on the right. 

B is a vertical transverse section of the same period drawn for convenience sake on 
a larger scale (it should have been made flatter and less curved). It shews that the 
blastoderm (vertically shaded) is extending laterally as well as fore and aft, in fact 
in all directions ; but there are no lateral folds, and therefore no lateral limits to the 
body of the embryo as distinguished from the blastoderm. 

Incidentally it shews the formation of the medullary groove by the rising up of the 
laminsB dorsales. Beneath the section of the groove is seen the rudiment of the noto- 
chord. On either side a line indicates the cleavage of the mesoblast just commencing. 

In C, which represents a vertical longitudinal section of later date, both head-fold 
(on the right) and tail-fold (on the left) have advanced considerably. The alimentary 
canal is therefore closed in, both in front and behind, but is in the middle still widely open 
to the yolk y below. Though the axial parts of the embryo have become thickened by 
growth, the body-walls are still thin ; in them however is seen the cleavage of the mesoblast, 
and the divergence of the somatopleure and splanchnopleure. The splanchnopleure both at 
the head and at the tail is folded in to a greater extent than the somatopleure, and forms 
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the still wide splanchnio stalk. At the end of the stalk, which is as yet short, it bends 
outwards again and spreads over the surface of the yolk. The somatopleure, folded in less 
than the splanchnopleure to form the wider somatic stalk, sooner bends round and runs 
outwards again. At a little distance from both the head and the tail it is raised up 
into a fold, a/, a/, that in front of the head being the highest. These are the amniotic 
folds. Descending from either fold, it speedily joins the splanchnopleure again, and 
the two, once more united into an uncleft membrane, extend some way downwards over 
the yol^ the limit or outer margin of the opaque area not being shewn. All the space 
between the somatopleure and the splanchnopleure is shaded with dots, pp. Close to 
the body this space may be called the pleuroperitoneal cavity; but outside the body it 
runs up into either amniotic fold, and also extends some little way over the yolk. 

D represents the tail-end at about the same stage on a more enlarged scale, in order 
to illustrate the position of the allantois al (which was for the sake of simplicity omitted 
In 0), shewn as a bud from the splanchnopleure, stretching downwards into the pleuro- 
peritoneal cavity pp. The dotted area representing as before the whole space between 
the splanchnopleure and the somatopleure, it is evident that a way is open for the 
allantois to extend from its present position into the space between the two limbs of the 
amniotic fold af, 

E, also a longitudinal section, represents a stage still farther advanced. Both 
splanchnic and somatic stalks are much narrowed, especially the former, the cavity of 
the alimentary canal being now connected with the cavity of the yolk by a mere canal. 
The folds of the amnion are spreading over the top of the embryo and nearly meet. 
Each fold consists of two walls or limbs, the space between which (dotted) is as before 
merely a part of the space between the somatopleure and splanchnopleure. Between 
these arched amniotic folds and the body of the embryo is a space not as yet entirely 
closed in. 

E represents on a different scale a transverse section of E taken through the middle 
of the splanchnic stalk. The dark ring in the body of the embryo shews the position 
of the neural canal, below which is a black spot, marking the notochord. On either 
side of the notochord the divergence of somatopleure and splanchnopleure is obvious. 
The splanchnopleure, more or less thickened, is somewhat bent in towards the middle 
line, but the two sides do not unite, the alimentary canal being as yet open below at 
this spot; after converging somewhat they diverge again and run outwards over the 
yolk. The somatopleure, folded in to some extent to form the body-walls, soon bends 
outwards again, and is almost immediately raised up into the lateral folds of the 
amnion af. The continuity of the pleuroperitoneal cavity, within the body, with the 
interior of the amniotic fold, outside the body, is evident ; both cavities are dotted. 

G, which corresponds to D at a later stage, is introduced to shew the manner in 
which the allantois, now a considerable hollow body, whose cavity is continuous with 
that of the alimentary canal, becomes directed towards the amniotic fold. 

In H a longitudinal, and 1 a transverse section of later date, great changes have 
taken place. The several folds of the amnion have met and coalesced above the body 
of the embryo. The inner limbs of the several folds have united into a single 
membrane (a), which encloses a space (ae) round the embryo. This membrane a is the 
amnion proper, and the cavity within it, i,e, between it and the embryo, is the cavity 
of the amnion containing the liquor anmii. The allantois is omitted for the sake of 
simplicity. 

It will be seen that the amnion a now forms in every direction the termination of 
the somatopleure; the peripheral portions of the somatopleure, the united outer or 
descending limbs of the folds af in 0, D, F, G having been cut adrift, and now forming 
an independent continuous membrane, the serous membrane, immediately underneath 
the vitelline membrane. 

In I the splanchnopleure is seen converging to complete the closure of the ali- 
mentaiy canal a' even at the stalk (elsewhere the canal has of course long been closed 
in), and then spreading outwards as before over the yolk. The point at which it unites 
with the somatopleure, marking the extreme limit of the cleavage of the mesoblast, is 
now much nearer the lower pole of the diminished yolk. 

As a result of these several changes, a great increase in the dotted space has taken 
place. It is now possible to pass from the actual peritoneal cavity within the body, on 
the one hand round a great portion of the circumference of the yolk, and on the other 
hand above the amnion a, in the space between it and the serous envelope. 

Into this space the allantois is seen spreading in E at al. 

In L the splanchnopleure has completcdy invested the yolk-sack, but at the lower 
pole of the yolk is still continuous with that peripheral remnant of the somatopleure 



AVES. 


167 


now called the serous membrane. In other words, cleavage of the mesoblast has been 
carried all round the jolk {ys) except at the very lower pole. 



ys 


In M the cleavage has been carried through the pole itself; the peripheral portion 
of the splanchnopleure forms a complete investment of the yolk quite unconnected with 
the peripheral portion of the somatopleure, which now exists as a continuous membrane 
lining the interior of the shell. The yolk-sack {ys) is therefore quite loose in the 
pleuroperitoneal cavity, being connected only with the alimentary canal (a') by a 
solid pedicle. 

Lastly, in N the yolk-sack {ys) is shewn being withdrawn into the cavity of the 
body of the embryo. The allantois is as before, for the sake of simplicity, omitted ; 
its pedicle would of course lie by the side of ys in the somatic stalk marked by the 
usual dotted shading. 

It may be repeated that the above are diagrams, the various spaces being shewn 
distended, whereas in many of them in the actual egg the walls have collapsed,, and 
are in near juxtaposition. 


drawn backwards over the developing head of the embryo. The fold 
thus covering the head is in due time accompanied by similar folds of 
somatopleure, starting at some little distance behind the tail, and at 
some little distance from the side (fig. 121, C, D, E, F and 116 am). 
In this way the embryo becomes surrounded by a series of folds of 
thin somatopleure, which form a continuous wall all round it. All 
are drawn gradually over the body of the embryo, and at last meet 
and completely coalesce (fig, 121, H, I and 11/ Am), all traces of 
their junction being removed. Beneath these united folds there is 
therefore a cavity, within which the embryo lies (fig. 121, H ae). 
This cavity is the cavity of the amnion. 

Each fold is necessarily formed of two limbs, both limbs consist- 
ing of epiblast and a very thin layer of mesoblast; but in one 
limb the epiblast looks towards the embryo, while in the other it 
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looks away from it The space between the two limbs of the fold, as 
can easily be seen in fig. 121, is really part of the space between the 
somatopleure and splanchnopleure ; it is therefore continuous with 
the general space, part of which afterwards becomes the pleuroperi- 
toneal cavity of the body, shaded with dots in the figure and marked 
(p p); so that it is possible to pass from the cavity between the 
two limbs of the amniotic folds into the cavity which surrounds 
the alimentary canal. When the several folds meet and coalesce 
together above the embryo, they unite in such a way that all their 
nner limbs unite to form a continuous inner membrane or sack, and 
ill their outer limbs a similarly continuous outer membrane or sack. 
The inner membrane thus built up forms a completely closed sack 
•ound the body of the embryo, and is called the amniotic sack, or 
imnion proper (fig. 121, H, I, &c. a), and the fluid which it after- 
vards contains is called the amniotic fluid, or liquor amnii. The space 
between the inner and outer sack is, from the mode of its formation, 
limply a part of the general cavity found everywhere between 
lomatopleure and splanchnopleure. The outer sack over the embryo 
ies close under the vitelline membrane, and the cavity between it 
ind the true amnion is gradually extended over the whole yolk 
lack. 

The actual manner in which the amniotic folds meet is somewhat 
peculiar (His and Kolliker). The head fold of the amnion is the earliest 



Fio. 122. Dtaobamuatio longitudinal section thbough the axis of an embbyo. 

The section is supposed to be made at a time when the head-fold has coxamenced 
at the tail-fold has not yet appeared. 

F.So. fold of the somatopleure. F.Sp, fold of the splanchnopleure ; D. fore-gut. 
pp. pleuroperitoneal cavity between somatopleure and splanc^opleure; Am, com- 
lencing (head) fold of the amnion. For remaining reference letters vide p. 139. 


^roied, and completely covers over the head before the end of the second 
ay. The side and tail folds are later in developing. The side folds finally 
leet in the dorsal line, and their coalescence proceeds backwards from the 
ead fold in a linear direction, till there is only a small opening left over 
le tail. This also becomes closed early on the third day. 
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The allantois^ is essentially a diverticulum of the alimentary 
tract into which it opens immediately in front of the anus. Its 
walls are formed of splanchnic mesoblast with blood-vessels, within 
which is a lining of hypoblast. It becomes a conspicuous object on 
the third day of incubation, but its first development takes place at 
an earlier period, and is intimately connected with the formation of 
the posterior section of the gut. 

At the time of the folding in of the hinder end of the mesenteron 
the splitting of the mesoblast into somatopleure and splanchnopleure 
has extended up to the border of the hinder division of the primitive 
streak. As has been already mentioned, the ventral wall of the 
postanal section of the alimentary tract is formed by the primitive 
streak. Immediately in front of this is the involution which forms 
the proctodseum ; while the wall of the hindgut in front of the anus 
owes its origin to a folding in of the splanchnopleure. 

The allantois first appears as a protuberance of the splanchno- 
pleure just in front of the anus. This protuberance arises, however, 
before the splanchnopleure has begun to be tucked in so as to form 
the ventral wall of the hindgut ; and it then forms a diverticulum 
(fig. 123 A, All) the open end of which is directed forward, while its 
blind end points somewhat upwards and towards the peritoneal 
space behind the embryo. 



Fia. 123. Two longitudinal sections op the tail-end op an Embryo Chick to 

SHEW THE origin OF THE ALLANTOIS. A AT THE BEGINNING OP THE THIRD DAY; B AT 
THE MIDDLE OP THE THIRD DAY. (After Dobrynin.) 

t* the tail ; m. the mesoblast of the body, about to form the mesoblastio somites ; 
ic'. the roof of a?", the neural canal ; Dd. the hind end of the hindgut ; So. somato- 
pleure; Spl. splanchnopleure; w. the mesoblast of the splanchnopleure carrying the 
vessels of the yolk-sack; pp. pleuroperitoneal cavity; J)f. the epithelium lining the 
pleuroperitoneal cavity; All. the commencing allantois; w. projection formed by 
anterior and posterior divisions of the primitive streak; y. hypoblast which will form 
the ventral wall of the hindgut; v. anal invagination ; G. cloaca. 

^ For details on the development of the allantois the reader is referred to the works 
of Kblliker (No. 135 ), Gasser (No. 1 ^ 7 ), and for a peculiar view on the subject Kupffer 
(No. 136 ). In admtion to these works he may refer to Dobrynin “XJeber die erste 
Anlage der Allantois.” Sitz. der h. Ahad. Wien^ Bd. 64, 1871. E. Gasser, Beitrdge zur 
Entwicklungsgeschichte d. Allantois^ etc. 
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As the hiudgut becomes folded in the allantois shifts its position, 
and forms (figs. 123 B and 124) a rather wide vesicle lying imme- 
diately below the hind end of the digestive canal, with which it 
communicates freely by a still considerable opening ; its blind end 
projects into the pleuroperitoneal cavity below. 

Still later the allantois grows forward, and becomes a large 
spherical vesicle, still however remaining connected with the cloaca 
by a narrow canal which forms its neck or stalk (fig. 121 G, al). 
From the first the allantois lies in the pleuroperitoneal cavity. In 

this cavity it grows 
forwards till it 
reaches the front 
limit of the hind- 
gut, where the 
splanchnopleure 
turns back to en- 
close the yolk-sack. 
It does not during 
the third day pro- 
ject beyond this 
point ; but on the 
fourth day begins 
to pass out beyond 
the body of the 
chick, along the as 
yet wide space be- 
tween the splanch- 
nic and somatic 
stalks of the em- 
bryo, on its way to 
the space between the external and internal folds of the amnion, 
which it will be remembered is directly continuous with the pleuro- 
peritoneal cavity (fig, 121 K). In this space it eventually spreads 
out over the whole body of the chick. On the first half of the fourth 
day the vesicle is still very small, and its growth is not very rapid. Its 
mesoblast wall still remains very thick. In the latter half of the day 
its growth becomes very rapid, and it forms a very conspicuous object 
in a chick of that date (fig. 118, Al), At the same time its blood- 
vessels become important. It receives its supply of blood from two 
branches of the iliac arteries known as the allantoic arteries', and the 
blood is brought back from it by two allantoic veins which run 
along in the body walls (fig. 119) and after uniting into a single trunk 
fall into the vitelline vein close behind the liver. 

Before dealing with the later history of the foetal membranes, it 
will be convenient to complete the history of the yolk sack. 

' I propose to call these arteries and the corresponding veins the allantoic arteries 
and veins, instead of using the confusing term * umbilical.* 


ftm 
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Fio. 124. Diaobammatic longitudinal section thbough 

THE POSTEBIOB END OP AN EmBBVO BiBD AT THE TIME OP 
THE POBMATION OP THE AlLANTOIS. 

ep. epiblast; 5p.c. spinal canal; eh, notochord; n,e, 
neurenterio canal; hy, hypoblast; pM.g, postanalgut; pr, 
remains of primitive streak folded in on the ventral side; 
al. aUantois ; me. mesoblast ; an. point where anus will be 
jformed; p.c. perivisceral cavity ; am. amnion; so. somato- 
pleure; sp. splanchnopleure. 
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Tolk'Sack. The origin of the area opaca has already been de- 
scribed. It rapidly extends over the yolk underneath the vitelline 
membrane ; and is composed of epiblast and of the hypoblast of the 
germinal wall continuous with that of the area pellucida, which on the 
fourth day takes the form of a more or less complete layer of 
columnar cells \ Between the epiblast and hypoblast there is a layer 
of mesoblast, which does not extend as far as the two other layers. 
The yolk is completely surrounded by the seventh day. 

Towards the end of the first day blood-vessels begin to be de- 
veloped in the inner part of the mesoblast of the area opaca. Their 
development is completed on the second day ; and the region through 
which they extend is known as the area vasculosa. The area 



Fig. 125. Diagram of the circulation of the Yolk-Sack at the end of the third 

DAY of incubation. 

H, heart ; AA. the second, third and fourth aortic arches ; the first has become 
obliterated in its median portion, but is continued at its proximal end as the external 
carotid, and at its distal end as the internal carotid; AO. dorsal aorta; L.Of.A. left 
vitelline artery; JR.Of.A. right vitelline artery; S.T. sinus terminalis; L.Of. left 
vitelline vein; U.Of. right vitelline vein; ^.F. sinus venosus; D.O. ductus Cuvieii ; 
S.Ca.V, superior cardinal vein ; V.Ga. inferior cardinal vein. The veins are marked 
in outline and the arteries are black. The whole blastoderm has been removed from 
the egg and is supposed to be viewed from below. Hence the left is seen on the right, 
and vice versa. 

1 Further investigations are required as to the character of this layer. 

B. E. II. 11 
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vasculosa also grows round the yolk, and completely encloses it 
not long after the area opaca. The part of the blastoderm which 
thus encloses the yolk forms the yolk-sack. The splitting of the 
mesoblast gradually extends to the meso blast of the yolk-sack, and 
eventually the somatopleure of the sack, which is continuous, it will be 
remembered, with the outer limb of the amnion, separates completely 
from the splanchnopleure ; and between the two the allantois inserts 
itself. These features are represented in fig. 121 E, K, and L. 

The circulation of the yolk-sack is most important during the 
third day of incubation. The arrangement of the vessels during that 
day is shewn in fig. 125. 

The blood leaving the body of the embryo by the vitelline 
arteries (fig. 125, R.OfA^ L.Of.A)^ which are branches of the dorsal 
aortae, is carried to the small vessels and capillaries of the vascular 
area, a small portion only being appropriated by the pellucid area. 

From the vascular area part of the blood returns directly to the 
sinus venosus by the main lateral trunks of the vitelline veins 
(J?. Of,y L, Of), and so to the heart. During the second day these 
venous trunks join the body of the embryo considerably in front of, 
that is nearer, the head than the corresponding arterial ones. Towards 
the end of the third day, owing to the continued lengthening 
of the heart, the veins and arteries run not only parallel to each 
other, but almost in the same line, the points at which they respec- 
tively join and leave the body being nearly at the same distance 
from the head. 

The rest of the blood brought by the vitelline arteries finds 
its way into the lateral portions of a venous trunk bounding 
the vascular area, which is known as the sinus terminalis, 8.1\, 
and there divides on each side into two streams. Of these, the two 
which, one on either side, flow backw’^ard, meet at a point about 
opposite to the tail of the embryo, and are conveyed along a distinct 
vein which, running straight forward parallel to the axis of the 
embryo, empties itself into the left vitelline vein. The two forward 
streams reaching a gap in the front part of the sinus terminalis fall 
into either one, or in some cases two veins, which run straight back- 
wards parallel to the axis of the embryo, and so reach the roots of the 
heart. When one such vein only is present it joins the left vitelline 
trunk ; where there are two they join the left and right vitelline 
trunks respectively. The left vein is always considerably larger than 
the right; and the latter when present rapidly gets smaller and 
speedily disappears. After the third day, although the vascular area 
goes on increasing in size until it finaUy all but encompasses the 
yolk, the prominence of the sinus terminalis becomes less and less. 

The foetal membranes and the yolk-sack may conveniently be 
treated of together in the description of their later changes and final 
fate. 

On the sixth and seventh days they exhibit changes of great 
importance. 
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The amnion, at its complete closure on the fourth day, very closely 
invested the body of the chick : the true cavity of the amnion was 
then therefore very small. On the fifth day fluid begins to collect in 
the cavity, and raises the membrane of the amnion to some distance 
from the embryo. The cavity becomes still larger by the sixth day, 
and on the seventh day is of very considerable dimensions, the fluid 
increasing with it. On the sixth day Von Baer observed movements of 
the embryo, chiefly of the limbs ; he attributes them to the stimula- 
tion of the cold air on opening the egg. By the seventh day very 
obvious movements begin to appear in the amnion itself ; slow ver- 
micular contractions creeping rhythmically over it. The amnion in 
fact begins to pulsate slowly and rhythmically, and by its pulsation 
the embryo is rocked to and fro in the egg. This pulsation is pro- 
bably due to the contraction of involuntary muscular fibres, which 
seem to be present in the attenuated portion of the mesoblast, forming 
part of the amniotic fold. Similar movements are also seen in the 
allantois at a considerably later period. 

The growth of the allantois has been very rapid, and it forms a 
flattened bag, covering the right side of the embryo, and rapidly 
spreading out in all directions between the primitive folds of the 
amnion, that is, between the amnion proper and the false amnion or 
serous envelope. It is filled with fluid, so that in spite of its flattened 
form its opposite walls are distinctly separated from each other. 

The vascular area has become still further extended than on* the 
fifth day, but with a corresponding loss in the definite character 
of its blood-vessels. The sinus tcrminalis has indeed by the end of 
the seventh day lost all its previous distinctness ; and the vessels 
which brought back the blood from it to the heart are no longer to 
be seen. 

Both the vitelline arteries and veins now pass to and from tlie 
body of the chick as single trunks, assuming more and more the 
appearance of being merely branches of the mesenteric vessels. 

The yolk is still more -fluid than on the previous day, and its 
bulk has (according to Von Baer) increased. This can only be due 
to its absorbing the white of the egg, which indeed is diminishing 
rapidly. 

During the eighth, ninth, and tenth days, the amnion does not 
undergo any very important changes. Its cavity is still filled with 
fluid, and on the eighth day its pulsations are at their height, hence- 
forward diminishing in intensity. 

The splitting of the mesoblast has now extended to the outer limit 
of the vascular area, i,e. over about three-quarters of the yolk-sack. 
The somatopleure at this point is continuous (as can be easily 
seen by reference to fig. 121) with the original outer fold of the 
amnion. It thus comes about that the further splitting of the meso- 
blast merely enlarges the cavity in which the allantois lies. The 
growth of this organ keeps pace with that of the cavity in which 
it is placed. Spread out over the greater part of the yolk-sack as a 

11--2 
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flattened bag filled with fluid, it now serves as the chief organ of 
respiration. It is indeed very vascular and a marked difference 
may be observed between the colour of the blood in the outgoing 
and the returning vessels. 

The yolk now begins to diminish rapidly in bulk. The yolk -sack 
becomes flaccid, and on the eleventh day is thrown into a series of 
internal folds, abundantly supplied by large venous trunks. By this 
means the surface of absorption is largely increased, and the yolk is 
more and more rapidly taken up by the blood-vessels, and in a 
partially assimilated condition transferred to the body of the embryo \ 
By the eleventh day the abdominal parietes, though still much looser 
and less firm than the walls of the chest, may be said to be definitely 
established; and the loops of intestine, which have hitherto been 
hanging down into the somatic stalk, are henceforward confined 
within the cavity of the abdomen. The body of the embryo is 
therefore completed ; but it still remains connected with its various 
appendages by a narrow somatic umbilicus, in which run the stalk of 
the allantois and the solid cord suspending the yolk sack. 

The cleavage of the mesoblast is still progressing, and the yolk is 
completely invested by a splanchnopleural sack. 

The allantois meanwhile spreads out rapidly, and lies over the 
embryo close under the shell, being separated from the shell mem- 
brane by nothing more than the attenuated serous envelope, formed 
out of the outer primitive fold of the amnion and the remains of the 
vitelline membriine. With this membrane the allantois partially 
coalesces, and in opening an egg at .the later stages of incubation, 
unless care be taken, the allantois is in danger of being torn in the 
removal of the shell-membrane. As the allantois increases in size 
and importance, the allantoic vessels are correspondingly developed. 

On about the sixteenth day, the white having entirely disappeared, 
the cleavage of the mesoblast is carried right over the pole of the 
yolk opposite the embryo, and is thus completed (tig. 121). The yolk- 
sack now, like the allantois which closely wraps it all round, lies loose 
in a space bounded outside the body by the serous membrane, and 
continuous with the pleuroperitoneal cavity of the body of the embryo. 
Deposits of urates now become abundant in the allantoic fluid. 

The loose and flaccid walls of the abdomen enclose a space whicli 
the empty intestines are far from filling, and on the nineteenth day 
the yolk -sack, diminished greatly in bulk but still of some considerable 
size, is withdrawn through the somatic stalk into the abdominal 
cavity, which it largely distends. Outside the embryo there now 
remains nothing but the highly vascular allantois and the bloodless 
serous membrane and amnion. The amnion, whose fluid during the 
later days of incubation rapidly diminishes, is continuous at the um- 
bilicus with the body-walls of the embryo. The serous membrane 
(or outer primitive amniotic fold) is, by the completion of the cleavage 

' For details on this subject vide A. Courty, ** Structure des Appendices Vitellins 
Chez le Poulet.’^ An. Sci, Nat. Ser. III. Vol. ix. 1848. 
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of the mesoblast and the withdrawal of the yolk-sack, entirely sepa- 
rated from the embryo. The cavity of the allantois, by means of its 
stalk passing through the umbilicus, is of course continuous with the 
cloaca. 

When the chick is about to be hatched it thrusts its beak through 
the egg-membranes and begins to breathe the air contained in the 
air chamber. Thereupon the pulmonary circulation becomes func- 
tionally active, and at the same time blood ceases to flow through the 
allantoic arteries. The allantois shrivels up, the umbilicus becomes 
completely closed, and the chick, piercing the shell at the broad end 
of the egg with repeated blows of its beak, casts off the dried re- 
mains of allantois, amnion and serous membrane, and steps out into 
the world. 
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CHAPTER IX. 

REPTILIA. 


The formation of the germinal layers in the Reptilia is very 
imperfectly known. The Lizard has been studied in this respect 
more completely than other types, and there are a few scattered 
observations on Turtles and Snakes. 

The ovum has in all Reptilia a very similar structure to that in 
BirdSj Impregnation is effected in the upper part of the oviduct, and 
the early stages of development invariably take pla ce in the oviduct. 
A few forms are viviparous, viz. some of the blTnJworms amongst 
Lizards (Anguis, Sops), and some of the Viperidoe and Hydrophidse 
amongst the Serpents. In the majority of .cases, however, the 
eggs are lai d in moist earth, sand, ,&c. Around the true ovum ah 
egg shell (of the same general nature as that in birds, though 
usually soft), and a variable quantity of albumen, are deposited in 
the oviduct. The extent to which development has proceeded in the 
oviparous forms before the eggs are laid varies greatly in different 
species. 

The general features of the development (for a knowledge of 
which we are mainly indebted to Rathke’s beautiful memoirs), the 
structure of the amnion and allantois, &c. are very much the same 
as in Birds. . 

The Lizards will bo taken as type of the class, and a few note- 
worthy points in the development of other groups will be dealt with 
at the close of the Chapter. The following description, taken in the 
main from my own observations, applies to Lacerta muralis. 

The segmentation is meroblastic, and similar to that in Birds. 
At its close the resulting blastoderm becomes divided into two layers, 
a superficial epiblast formed of a single row of cells, and a layer 
below this several rows deep. Below this layer fresh segments 
continue for some time to be added to the blastoderm from the sub- 
jacent yolk. 

The blastoderm, which is thickened at its edge, spreads rapidly 
over the yolk. Shortly before the yolk is half enclosed a small 
embryonic shield (area pellucida) makes its appearance near the centre 
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of the blastoderm. The embryonic shield is mainly distinguished 
from the remainder of the blastoderm by the more columnar character 
of its constituent epiblast cells. It is somewhat pyriform in shape, 
the narrower end corresponding with the future posterior end of the 
embryo. At the hind end of the shield a somewhat triangular 
primitive streak is formed, consisting of epiblast continuous below 
with a great mass of rounded mesoblast cells, probably mainly formed, 
as in the bird, by a proliferation of the epiblast. To this mass of cells 
the hypoblast is also partially adherent. At the front end of the 
streak an epiblastic involution appears, which soon becomes extended 
into a passage open at both extremities, leading obliquely forwards 

through the epiblast to the space below 



the hypoblast. The walls of the passage 
are formed of a layer of columnar cells 
continuous both with epiblast and hy- 
poblast. In front of the primitive streak 
the body of the embryo becomes first 
differentiated by the formation of a 
medullary plate ; and at the same time 
there grows out from the primitive 
streak a layer of mesoblast, which spreads 
out in all directions between the epi- 



blast and hypoblast. In the region of tlie 
embryo the mesoblast plate is stated by 
Kupffer and. Benecke to be continuous 
across the middle line, but this appears 
very improbable. In a slightly later 
stage the medullary plate becomes 



marked by a shallow groove, and the 
mesoblast of the embryo is then un- 
doubtedly constituted of two lateral 
plates, one on each side of the median 
line. In the median line the notochord 
arises as a ridge-like thickening of the 



Fig. 126. SEOTioNfi TimouGn 

AN EMBRYO OF LaCERTA MURALIR 


hypoblast, which is continued posteriorly 
into the front wall of the passage men- 
tioned above. 

The notochord does not long remain 
attached to the hypoblast, and the 
separation between the two is already 
effected for the greater part of the 


R:fiPRESENTED IN FIG. 129. Icugth of thc cmbryo by the stage re- 


medullary groove ; mcp. 
mesoblastic plate; ep. epiblast; 
hy. hypoblast; ch', notochordal 
thickening of hypoblast ; ch. noto- 


presented in fig. 129. Fig. 126 repre- 
sents a series of sections through this 
embryo. 


chord; ne. neurenteric canal (blas- 
topore). In E. ne points a diver- 
ticulum of the neurenteric canal 
into the primitive streak. 


In a section (A) through the trunk 
of the embryo a short way in front of 
the primitive streak, there is a medullary 
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plate with a shallow groove {^ng), welhdeveloped mesoblastic plates 
{raep)y already divided into somatic and splanchnic layers, and a com- 
pletely formed notochord independent of the hypoblast (hy). In the 
next section (B), taken justin front of the primitive streak, the notochord 
is attached to the hypoblast, and the medullary groove is deeper ; while 
in the section following (C), which passes through the front border 
of the primitive streak, the notochord and hypoblast have become 
fused with the epiblast. The section behind (D) shews the neurenteric 
passage leading through the floor of the medullary groove and through 
the hypoblast {ne). On tfli^right side the mesoblastic plate has be- 
come continuous with the walls of the passage. The last section (E) 
passes through the front part of the primitive streak behind the 
passage. The mesoblast, epiblast, and to some extent the hypoblast, 
are now fused together in the axial line, and in the middle of the 
fused mass is seen a narrow diverticulum {ne) which is probably 
equivalent to the posterior diverticulum of the neural canal in Birds 
{vide p. 136). 



Fig. 127 . Diagrammatic longitudinal section of an embryo of Lacerta. 

pp. body cavity; am. amnion; ne. nourenteric canal; ch. notochord; hy. hypoblast; 
ep. epiblast of the medullary plate ; pr. primitive streak. In the primitive streak all 
the layers are partially fused. 

The general features of the stage will best be understood by an 
examination of the diagrammatic longitudinal section represented 
in fig. 127. In front is shewn the amnion (am), growing over 
the head of the embryo. The notochord {ch) is seen as an in- 
dependent cord for the greater part of the length of the embryo, but 
falls into the hypoblast shortly in front of the neurenteric passage. 
The neurenteric passage is shewn at ne, and behind it is the front 
part of the primitive streak. 

It is interesting to notice the remarkable relations of the notochord 
to the walls of the neurenteric passage. More or less similar relations are 
also well marked in the case of the goose and the fowl, and support the con- 
clusion, deducible from the lower forms of Vertebrata, that the notochord is 
essentially hypoblastic. 

The passage at the front end of the primitive streak forms the posterior 
boundary of the medullary plate, though the medullary groove is not at 
first continued back to it. The anterior wall of this passage connects 
together the medullary [date and the notochordal ridge of the hypoblast. 
In the stage represented in fig. 126 and 129 the medullary groove has 
become continued back to the opening of the passage, which thus becomes 
enclosed in the medullary folds, and forms a true neurenteric passage*. 

^ Kupffer and Benecke (No. 154) give a very different account from the above of 
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NEURENTERIC CANAL. 


Ifc will be convenient at this point to say a few words as to what 
is known of the further fate of the neurenteric canal, and the early develop- 
ment of the allantois. According to Strahl, who has worked on Lacerta 
vivipara, the canal gradually closes from below upwards, and is obliterated 
before the completion of the neural canal. The hind end of the alimentary 
tract appears also to become a closed canal before this stage. 

In Lacerta muralis the history appears to be somewhat different, and 
it is more especially to be noticed that in this species the hindgut 
does not become closed till considerably after the completion of the neural 
canal. In a stage shortly after that last described, the neurenteric passage 
becomes narrower. The next stage which I have obseiwed is considerably 
later. The neural canal has become completely closed, and the flexure of 
the embryo has already made its appearance. There is still a well -deve- 
loped, though somewhat slit-like, neurenteric passage, but from the analogy 
of birds, it is not impossible that it may have in the meantime closed up 
and opened again. It has, in any case, the same relations as in the previous 
stage. 

It leads from the end of the medullary canal (at the point where its 
walls are continuous with the cells of the primitive streak) round the end 
of the notochord, which here becomes continuous with the medullary cord, 
and so through the hypoblast. The latter layer is still a flat sheet without 
any lateral infolding ; but it gives rise, behind the neurenteric passage, to 
a blind posteriorly directed diverticulum, placed in the body cavity behind 
the embryo, and opening at the ventral face of the apparent hind end 
of the primitive streak. There is very little doubt that this diverticulum 
is the commencing allantois. 

At a somewhat later stage the arrangement of these parts has under- 
gone some changes. Their relations are shown in the sections represented 
in fig. 128. 

The foremost section (A) passes through the alimentary opening of the 
neurenteric passage (ne). Above this opening the section passes through 
the primitive streak (p?*) close to its junction with the walls of the 
medullary canal. The hypoblast is folded in laterally, but the gut is still 
open below. The amnion is completely established. In the next section 
figured (B), the fourth of ray series, the gut is completely closed in; and the 
mesoblast has united laterally with the axial tissue of the primitive streak. 
Vessels to supply the allantois are shewn at v. 

The three following sections are not figured, but they present the same 
features as B, except that the primitive streak gets rapidly smaller, and the 
lumen of the gut narrower. The section following (C) represents, I believe, 
only the stalk of the allantoic diverticulum. This diverticulum appears 

the early Lacertilian development, more especially in what concerns the so-called 
neurenteric passage. They believe this structure to be closed below, and to form 
therefore a blind sack open externally. The open end of this sack they regard as the 
blastopore — an interpretation which accords with my own, but they regard the sack as 
the rudiment of the allantois, and hold that it is equivalent to the invaginated archen- 
teron of Amphioxus. I need scarcely say that I believe Etipfler and Benecke to have 
made. a mistake in denying the existence of the ventral opening of this organ. Kupfior 
in a subsequent paper (No. 155) states that my descriptions of the structure of this 
organ do not correspond with the fact. 1 have perfect confidence in leaving the decision 
of this point to future observers, and may say that my observations have already been 
fully confirmed by Strahl (No. 160), who has also added some observations on the later 
stages to which I shall hereafter have occasion to allude. 
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to be formed as usual of hypoblast {hy) enveloped by splanchnic mesoblast 
(//le), and projects into the section of the body cavity present behind the 
embryo. Its position in the body cavity is the cause of its somewhat 
peculiar appearance in the figure. Had the whole section been represented 
the allantois would have been enclosed in a space between the serous mem- 
brane (se) and a layer of splanchnic mesoblast below which has also been 
omitted in fig. B ‘. It still points directly backwards, as it primitively does 
in the chick, vide fig. 123 A, and Gasser, No. 127 , PI. v. figs. 1 and 2. I do 
not understand the apparently double character of the lumen of the allantois. 
In the next section (not figured) the lumen of the allantoic stalk is larger, 
but still apparently double, while in the last section (D) the lumen is 
considerably enlarged and single. The neurentoric canal appears to close 
shortly after the stage last described, though its further history has not 
been followed in detail. 



Flo. 128. Four transverse sections through the hinder end op a young 

EMBRYO OF LaCERTA MURALIS. 

Sections A and B pass through the whole embryo, while 0 and D only pass through 
the allantois, which at this stage projects backwards into the section of the body cavity 
behind the primitive streak. 

ne. neurenteric canal ; pr. primitive streak ; hg. hindgut ; hy. hypoblast ; pp. body 
cavity ; am. amnion ; 8e. serous envelope (outer limb of the amnion fold not yet 
separated from the inner limb or true amnion) ; al. allantois ; me. mesoblastic wall of 
the allantois ; v, vessels passing to the allantois. 

1 Owing to the difficulty of procuring material I have only been able to prepare the 
two sets of sections just described, and in the absence of a fuller series there are some 
points in the interpretation of the sections which must remain doubtful. 
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GENERAL DEVELOPMENT. 


General development of the Embryo. 

The formation of the embryo commences with the appearance of 
.the medullary plate, the sides of wbieh 
soon grow up to form the mLnliilhiry lnlils. 
The medullary groove is developed an- 
teriorly before any trace of it is visible 
behind. In a general way the closure of 
the groove takes place as in Birds, but 
the anterior part of the body is very early 
folded ofll^ sinks into the yolk, and becomes 
covered over by the amnion as by a hood 
^ (figs. 127 and 129). All this takes place 
belVire the closure of the medullary canal; 
and the changes of this part are quite 
concefilcd from view. 

The closure of the ‘medullary canal 
b'la. laa. suHFAfiR VIEW UF commences in the neck, and extenda for- 
muualiT r^/vi’EHTA ^v^rds and backwards ; and the whole 

pr. primitive •'egi'Jn of tl.c l)iaiii becomes closed in, 
Btreak. while the groove is still largely open 

behind. 




The later stages in the development of the Lacertilian embryo 
do not require a detailed description, as they present the closest 
analogy with those already described for Aves. The embryo soon 
turns on to its left side; and then, becoming continuously folded off 
from the yolk, passes through the series of changes of form with 
which the reader is already familiar. An advanced embryo is repre- 
sented in fig. 130. The early development and great length of the 
tail, which is spirally coiled on the ventral surface, is a special feature 
to which the attention of the reader may be callefl. 


Embryonic Membranes and Yolk-Sack. 

The early development of the cephalic portion of the amnion has 
already been alluded to. The first traces of it become apparent 
while the medullary groove is still extremely shallow. Themedullary 
plate in the region of the head forms an axial strip of a thicki.sh plate 
of epiblast. The edge of this plate coincides with the line of the ain- 
niotic fold, and as this fold rises up the two sides of the plate become 
bent over the onihryo and give rise to the inner limb of the amnion 
or aniiiinn projicr. The section (fig. 127), representing the origin of 
the aionintii: hood of tlie head, shews very well how the space between 
the two limbs of the amnion is continuous with the body cavity. 
The amnion very early completely encloses the embryo (fig. 128 A 
and B), and its external limb or serous membrane, after separating 
from the true amnion, soon approaches and fuses with the vitelline 
in eni brail e. 

3die first development of the allantni.s as a diverticulum of the 
hypoblast covered by splanchnic mcsohlast, at the apparent posterior 
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end of the primitive streak, has been described on pp, 170 — 171. The 
allantois continues for some 
tin 10 to point directly back- 
wards ; but gradually as- 
sumes a more ventral direc- 
tion; and, as it increases 
in size, extends into the 
space between the serous 
membrane and amnion, 
eventually to form a large, 
highly vascular, flattened 
sack immediately below the 
serous membrane. 

The Yolk-Sack. The 
blastoderm spreads in the 
Lizard with very great ra- 
pidity over the yolk to form 
the yolk sack. The early 
appearance of the area pel- 
lucida, or as it has been 
called by Kupffer and Be- 
necke the embryonic shield, 
has already been noted. 

Outside this a vascular 
area, which has the same 
function as in the chick, is 
not long in making its ap- 
pearance. In all Beptilia the vascular channels which arise in the 
vascular area, and the vessels carrying the blood to and from the 
vascular area, are very similar to those in the chick. In the Snake 
the sinus terminalis never attains so conspicuous a development and in 
Chelonia the stage with a pair of vitelline arteries is preceded by a 
stage in which the vascular area is supplied, as it permanently is in 
many Mammals, by numerous transverse arterial trunks, coming off 
from the dorsal aorta (Agassiz, No. 164). The vascular area gradually 
envelopes the whole yolk, although it does so considerably more slowly 
than the general blastoderm. 

Ophidia. There is, as might have been anticipated, a very 
close correspondence in general development between the Lacertilia 
and Ophidia. The embryos of all the Amnio ta are, during part of 
their development, more or less spirally coiled about their long axis. 
This is well marked in the chick of the third day ; it is still more 
pronounced in the Lizn.rd (fig. 130) ; but it reaches its maximum in 
the Snake. Tlie wliole Snake embryo has at the time when most 
coiled (Dutrocluit, Rathke) somewhat the form of a Trochus. The 
base of the spiral is formed by the head, while the majority of 


// 

Fig. 130. Advanced kmbkyo of Lacerta mu- 
RALI8 as an opaque object K 

The embryo was 7 mm. in length in the curled 
up state. 

fb. fore-braiii ; mb. mid- brain ; cb. cerebellum; 
an, auditory vesicle (closed) ; ol. olfactory pit ; 

mandible ; hy, hyoid arch; br. branchial arches ; 
fl. fore-limb ; hi. hind-limb. 


1 This figure was drawn for mo by Professor ILiddon. 


174 


CHELONJA. 


the coils are supplied by the tail. There are in all at this stage 
seven coils, and tlie spiral is right-handed. 

Another point, which deserves notice in the Snake, is the absence 
in the embryo of all external trace of the limbs. It might have been 
anticipated, on thi' analogy of the branchial arches, tliat rudiments of 
the limbs would be preserved in the embryo even when limbs were 
absent in the adult. Such, however, is not the case. It is however 
very possible that rudiments of the branchial arches and clefts have 
been preserved because these structures were functional in the larva 
(Amphibia) after they ceased to have any importance in the adult ; 
and that the limbs have disappeared even in the embryo because in 
the course of their gradual atrophy there was no advantage to the 
organism in their being specially preserved at any period of life‘. 

Chelonia^ In their early development the Chelonia resemble, so 
far as is known, the Lacertilia. The amnion arises early, and soon 
forms a great cephalic hood. Before development has proceeded 
very far the embryo turns over on to its left side. The tail in many 
species attains a very considerable development (fig. 133). The chief 
peculiarity in the form of the embryo (figs. 131, 132, and 133) is 
caused by the development of the carapace. The first rudiment of 
the carapace appears in the form of two longitudinal folds, extending 
above the line of insertion of the fore- and hind-limbs, which have 
already made their appearance (fig. 131). These folds are sub- 



Fia. 131 . ClIELONE MIDAS, FIRST STACrE. 

Au. auditory capsule; hr. 1 and 2 , branchial arches; ( 7 . carapace; E. eye; f.h. 
fore-brain;/./, fore-limb; H. heart; h.h. hind-brain; h.l. hind-limb; hy. hyoid; m.h. 
mid-brain; 77in. , mandible ; r/ix.p. maxillo-palatine ; N. nostril; ?/. umbilicus. 


sequently prolonged so as to mark out the area of the carapace on 
the dorsal surface. On the surface of this area there are formed the 

^ It is very probable that in those Ophidia in which traces of limbs are still 
preserved, that more conspicuous traces would be found in the embryos than in the 
adults. 

- Vide Agassiz (No. 164), Kupffer and Benecke (No. 154), and Parker (No* 165). 
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horny plates (tortoise shell), and in the mesoblast below the bony 
elements of the carapace and 138). 

Immediately after hatching the yolk-sack bccoin os withdrawn into 
the body ; while the external part of the allantois shrivels up. 


F.ca, 132 . Chelone midas, spiconp stage, 
Letters as in fig. IBl. 
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CHAPTER X. 

MAMMALIA. 


The classical researches of Biscboft' on the embryology of several 
mammalian types, as well as those of other observers, have made us 
acquainted with the general form of the embryos of the Placentalia, 
and have shewn that, except in the earliest stages of development, 
there is a close agreement between them. More recently Hensen, 
Schafer, Kolliker, Van Beneden and Lieberkiihn have shed a 
large amount of light on the obscurer points of the earliest deve- 
lopmental periods, especially in the rabbit. For the early stages 
the rabbit necessarily serves as typo; but there are grounds for 
thinking that not inconsiderable variations are likely to be met 
with in other species, and it is not at present easy to assign to 
some of the developmental features their true value. We have no 
knowledge of the early development of the Ornithodelphia or Mar- 
supialia. 

The ovum on leaving the ovary is received by the fimbriated 
extremity of the Fallopian tube, down which it slowly travels. It is 
still invested by the zona radiata, and in the rabbit an albuminous 
envelope is formed around it in its passage downwards. Impreg- 
nation takes place in the upper part of the Fallopian tube, and is 
shortly followed by the segmentation, which is remarkable amongst 
the Amniota for being complete. 

Although this process (the details of which have been made 
known by the brilliant researches of Ed. van Beneden) has already 
been shortly dealt with as it occurs in the rabbit (Vol. i. p. 80) it 
will be convenient to describe it again with somewhat greater detail. 

The ovum first divides into two nearly equal spheres, of which 
one is slightly larger and more transparent than the other. The 
larger sphere and its products will be spoken of as the epiblastic 
spheres, and the smaller one and its products as the hypoblastic 
spheres, in accordance with their different destinations. 

Both the spheres are soon divided into two, and each of the four 
so formed into two again; and thus a stage with eight spheres ensues. 

B. E. 11. 12 



1 78 THE SEGMENT A TION. 

At the moment of their first separation these spheres are spherical, 
and arranged in two layers, one of them formed of the four epi- 
blastic spheres, and the other of the four hypoblastic. This position 
is not long retained, but one of the hypoblastic spheres passes to the 
centre ; and the whole ovum again takes a spherical form. 

In the next phase of segmentation each of the four epiblastic 
spheres divides into two, and the ovum thus becomes constituted of 
twelve spheres, eight epiblastic and four hypoblastic. The epiblastic 
spheres have now become markedly smaller than the hypoblastic. 

The four hypoblastic spheres next divide, giving rise, together 
with the eight epiblastic spheres, to sixteen spheres in all; which 
are nearly uniform in size. Of the eight hypoblastic spheres four 
soon pass to the centre, while the eight superficial epiblastic spheres 
form a kind of cup partially enclosing the hypoblastic spheres. The 
epiblastic spheres now divide in their turn, giving rise to sixteen 
spheres which largely enclose the hypoblastic spheres. The seg- 
mentation of both epiblastic and hypoblastic spheres continues, and 
in the course of it tlie epiblastic spheres spread further and further 



rm. 134. Optical sections oe a Rabbit’s ovum at two stages closely 
FOLLOWING UPON THE SF.GMENTATioN. (After K. Van Benedeii.) 
ep. ejiiblast; hy. primary hypoblast; hp. Van Beneden’s blastopore. 

The shading of the epiblast and hypoblast is diagrammatic. 

over the hypoblastic, so that at tlie close of segmentation the hypo- 
blastic spheres constitute a central solid mass almost entirely sur- 
rounded by the epiblastic spheres. In a small circular area however 
the hypoblastic spheres remain for some time exposed at the surface 
(fig. 134 A). 

The whole process of segmentation is completed in the rabbit 
about seventy hours after impregnation. At its close the epiblast 
cells, as they may now be called, are clear, and have an irregularly 
cubical form ; while the hypoblast cells are polygonal and granular, 
and somewhat larger than the epiblast cells. 

The opening in the epiblastic layer where the hypoblast cells are 
exposed on the surface may for convenience be called with Van 
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Beneden the blastopore, though it is highly iinprobable that it iu 
any way corresponds with the blastopore of other vertebrate ova ^ 
After its segmentation the ovum passes into the uterus. The 
epiblast cells soon grow over the blastopore and tlius form a complete 
superficial layer. A series of changes next take place which result 
in the formation of what has been called the blastodermic vesicle. 
To Ed. van Beneden we owe the fullest account of these changes; 
to Hensen and Kolliker however we are also indebted for valuable 
observations, especially on the later stages in the development of this 
vesicle. 


The succeeding changes commence with the appearance of a 
narrow cavity between the 
epiblast and hypoblast, 
which extends so as com- 
pletely to separate these 
two layers except in the 
region adjoining the ori- 
ginal site of the blastopore 
(fig. 134 B)^ The cavity 
so formed rapidly enlarges, 
and with it the ovum also ; 
which soon takes the form 
of a thin - walled vesicle 
with a large central cavity. 

This vesicle is the blasto- 
dermic vesicle. The greater 
part of its walls are formed 
of a single row of flattened 
epiblast cells; while the 
hypoblast cells form a small 
lens-shaped mass attached 
to the inner side of the 
epiblast cells (fig. 135). 

In the Vespertiliouidie 
Van Beneden and Julin have 
shewn that the ovum undergoes at the close of segmentation changes of 
a more or less similar nature to those iu the rabbit; the blastopore would 
however appear to be wider, and to persist even after the cavity of the 
blastodermic vesicle has commenced to be developed. 

Although by this stage, which occurs in the rabbit between 
seventy and ninety hours after impregnation, the blastodermic vesicle 



IMPRKGNATION. 


(After E 


HOURS AVTKK 

Beneden.) 

hv. cavity of blastodermic vesicle fyolk-sack); 
ep. epiblast; Ity. primitive hypoblast; Zp. nui- 
coiis envelope (zona pellucida). 


^ It is stated by Bischoff that shortly after impregnation, and before the commence- 
ment of the segmentation, the ova of the rabbit and guinea-pig are covered with cilia 
and exhibit the phenomenon of rotation. This has not been noticed by other 
observers. 

* Van Beneden regards it as probable that the blastopore is situated somewhat 
excentrically in relation to the area of attachment of the hypoblastio mass to tlie 
epiblast. 
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FORMATION OF THE LAYERS. 


has by no means attained its greatest dimensions, it lias nevertheless 
grown from about 0*09 mm. — the size of the ovum at the close of 
segmentation — to about 0*28. It is enclosed by a membrane formed 
from the zona radiata and the mucous layer around it. The blas- 
todermic vesicle continues to enlarge rapidly, and during the process 
the hypoblastic mass undergoes important changes. It spreads out on 
the inner side of the epiblast and at the same time loses its lens-like 
form and becomes flattened. The central part of it remains however 
thicker, and is constituted of two rows of cells, while the peripheral 
part, the outer boundary of which is iiTegular, is formed of an 
imperfect layer of amoeboid cells which continually spread further 
and further within the epiblast. The central thickening of the 
hypoblast forms an opaque circular spot on the blastoderm, which 
constitutes the commencement of the embryonic area. 

The history of the stages immediately following, from about the 
commencement of the fifth day to the seventh day, when a primitive 
streak makes its appearance, is imperfectly understood, and has been 
interpreted very differently by Van Beneden (No. 171) on the one 
hand and by Kolliker (184), Rauber (187) and Lieberkuhn (186) on 
the other. I have myself in conjunction with my pupil, Mr Heape, 
also conducted some investigations on these stages, which have un- 
fortunately not as yet led me to a completely satisfactory recon- 
ciliation of the opposing views. 

Van Beneden states that about five days after impregnation the hypo- 
blast cells in the embryonic area become divided into two distinct strata, 
an upper stratum of small cells adjoining the epiblast and a lower stratum 
of flattened cells which form the true hypoblast. At the edge of the em- 
bryonic area the hypoblast is continuous with a peripheral ring of the 
amceboid cells of tlie earlier stage, which now form, except at the edge of 
the ring, a continuous layer of flattened cells in contact with the epiblast. 
During the sixth day the flattened epiblast cells are believed by Van 
Beneden to become columnar. The embryonic area gradually extends 
itself, and as it does so becomes oval. A central lighter j)ortion next 
becomes apparent, which gradually spreads, till eventually the darker part 
of the embryonic ai’ea forms a crescent at the posterior part of the now 
somewhat pyriform embryonic area. The lighter part is formed of columnar 
epiblast and hypoblast only, while in the darker area a layer of the meso- 
blast, derived from the intermediate layer of the fifth day, is also found. 
In this darker area the primitive streak originates early on the seventh 
day. 

Kolliker, following the lines originally laid down by Rauber, has ar- 
rived at very different results. He starts from the three- layered condition 
described by Van Beneden for the fifth day, but does not give any investi- 
gations of his own as to the origin of the middle layer. He holds the outer 
layer to be a provisional layer of protective cells, forming part of the wall of 
the original vesicle, the middle layer he regartis as the true epiblast and 
the inner layer as the hypoblast. 

During the sixth day he finds that the cells of the outer layer gradually 
cease to form a continuous layer and finally disap{)ear ; while the cells of 
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the middle layer become columnar, and tbnn the columnar epiblast present 
in the embyonic area at the end of the sixth day. The mesoblast first takes 
its origin in the region and on the formation of the primitive streak. 

The investigations of Heape and myself do not extend to the first for- 
mation of the intermediate layer found on the fifth day. We find on the 
sixth day in germinal vesicles of about 2*2 — 2*5 millimetres in diameter 
with embryonic areas of about *8 mm. that the embryonic area (fig. 1 36) 
is throughout composed of 

(1) A layer of flattened hypoblast cells ; 

(2) A somewhat irregular layer of more columnar elements, in some 
places only a single row deep and in other places two or more rows deep. 

(3) Flat elements on the surface, wliich do not, however, form a con- 
tinuous layer, and are intimately attached to the columnar cells below. 

Our results as to the structure of the blastoderm at this stage closely 
correspond therefore with those of Kolliker, but on one important point we 
have arrived at a different conclusion. Kolliker states that he has never 
found the flattened elements in the act of becoming columnar. We believe 
that we have in many instances been able to trace them in the act of 
undergoing this change, and have attempted to shew this in our figure. 

Our next oldest embryonic areas were somewhat pyriform measuring 
about 1*19 mm. in length and *85 in breadth. Of these we have several, 
some from a rabbit in which we also met with younger still nearly circular 
areas. All of them had a distinctly marked posterior opacity forming a com- 
mencing primitive streak, though decidedly less advanced than in the blasto- 
derm represented in fig. 140. In the younger specimens the epiblast in front 
of the primitive streak was formed of a single row of columnar cells (fig. 
138 A), no mesoblast was present and the hypoblast formed a layer of 
flattened cells. In the region immediately in front of the primitive streak, 
an irregular layer of mesoblast cells was interposed between the epiblast 
and hypobla.st. In the anterior part of the primitive streak itself (fig. 138 B) 
there was a layer of mesoblast with a considerable lateral extension, while 
in the median line there was a distinct mesoblastic proliferation of epiblast 
cells. In the posterior sections the lateral extension of the mesoblast was 
less, but the mesoblast cells formed a thicker cord in the axiaMine. 

Owing to the unsatisfactory character of our data the following 
attempt to fill in the history of the fifth and sixth days must be 
regarded as tentative \ At the commencement of the fifth day the 
central thickening, of what has been called above the primitive 
hypoblast, becomes divided into two layers: the lower of these is 
continuous with the peripheral hypoblast and is formed of flattened 
cells, while the upper one is formed of small rounded elements. The 
superficial epiblast again is formed of flattened cells. 

During the fifth day remarkable changes take place in the epi- 
blast of the embryonic area. It is probable that its constituent cells 

^ The attempt made below to frame a consecutive history out of the contradictory 
data at my disposal is not entirely satisfactory. Should Kolliker’ s view turn out to be 
quite correct, the origin of the middle layer of the fifth day, which Kolliker believes 
to become the permanent epiblast, will have to be worked out again, in order to 
determine whether it really comes, as it is stated by Van Beneden to do, from the 
primitive hypoblast. 
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iiu rensr lii iHiinber and liocomc one by one colurnnar ; and that 
in \\\r |)i(>cess they pross against tlie layer of rounded elements 



Fi(j. VM‘). Skci'iox Tiinoi'dir tjik nearly circular embryonic area of a Barrit’h 

OVrM OF SIX DAYS, NINE HOUim and *8 MM. IN J»1 A METIOL 

TIh' sf ction sIk.ws t]ie peculiar character of the upper layer with a certain number 
of supei t'u ial flattened cells; and represents about half the breadth of the area. 

below tlioin, s(» that tin' two layers cease to be distinguishable, and the 
wliule embryonic area acquires in section the characters represented 
in fig. Towards the end of the sixth day the embryonic area 

luicoines oval, but the changes which next take place are not under- 
stood. In the front part of the area only two layers of cells are found, 
(1) an hypolilast, and (2) an epiblast of columnar cells probably 
dnived from tlio Ihittened e})iblast cells of the earlier stages. In 
the ])osterior part of tin* blastoderm a middle layer is present (Van 
l)eiK‘d('n) in addition to the two other layers; and this layer probably 
oiigiiiates from the middle layer which extended throughout the area 
ut t he heginning of tin' fitth day, and tln'ii became fused with the 
^'jiihlast. 'fhe middle layer does not give rise to the whole of the 
oventual inesohlast, btit only to })art of it. From its origin it may 
be called the hypoblastic mesoblast, and it is probably equivalent to the 



A. B. 

Fio. 1H7. Views of tue blastodermic yestcle of a Rabbit on the seventh 
DAY wiTHOFT THE /oxA. A. fioTu iibovc, !’». Iroiii tlu' sidc. (Fioiu Kollikci’.) 

(1(1. ( iiibiyonic area; (fc. bouiulary uf the hypoblast. 


^ The scciioii li^uicd may perhaps hardly appt'ar to justify this view ; the oxaini- 
Datiou of a laiy^et ninuher of sections i^, howevei', more favonrable to it, but it must 
b(' admitted that the iulerju'etatioii is l)y no means thorouf^hly satisfactory. 



MAMMALIA. 


183 


liypoblastic mesoblast already described in the chick (p. 128 and 129). 
The stage just described has only been met with by Van Benedenb 
A diagrammatic view of the whole blastodermic vesicle at about 
the beginning of the seventh day is given in fig. 137. The em- 
bryonic area is represented in white. The line ge in B shews the 




p4 


^ KoUiker does not believe in the existence of this stage, having never met with it 
himself. It appears to me, however, more probable that Kidliker has failed to obtain 
it, than that Van Beneden has been guilty of such an extraordinary blunder as to have 
described a stage which has no existence. 
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extension of the hypoblast round the inner side of the vesicle. The 
blastodermic vesicle is therefore formed of three areas, (1) the em- 
bryonic area with three layers : this area is placed where the blasto- 
pore was originally situated. (2) The ring around the embryonic 
area wliere the walls of the vesicle are formed of epiblast and 
hypoblast. (3) The area beyond this again where the vesicle is 
formed of epiblast only'. 

The changes which next take place begin with the formation of 
a primitive streak, homologous with, and in most respects similar to, 
the primitive streak in Birds. The formation of the streak is pre- 
ceded by that of a clear spot near the middle of the blastoderm, 
forming the nodal point of Henson. This spot subsequently consti- 
tutes the front end of the primitive streak. 

The history of the primitive streak was first worked out in a 
satisfactory manner by Hensen (No. 182), from whom however I 
differ in admitting the existence of a certain part of the mesoblast 
before its appearance. 

Early on the seventh day the embryonic area becomes pyriform, 
and at its posterior and narrower end a primitive streak makes its 
appearance, which is due to a proliferation of rounded cells from the 
epiblast. At the time when this proliferation commences the layer 
of hypoblastic mesoblast is present, especially just in front of, and at 
the sides of, the ‘anterior part of the streak ; but no mesoblast is 
found in the anterior part of the embryonic area. These features 
are shewn in fig. 138 A and B. The mesoblast derived from the 
proliferation of the epiblast soon joins the mesoblast already present ; 
though in many sections it seems possible to trace a separation 
between the two parts (fig. 139 B) of the mesoblast. 

During the seventh day the primitive streak becomes a more 
pronounced structure, the mesoblast in its neighbourhood increases 
in quantity, while an axial groove — the primitive groove — is formed 


n. 

Fig. 139. Two tiunsvbhsk skctions through the embryonic area oe an 
EMBRYO Babbit of seven days. 

The embryo has nearly the structure represented in fig. 140. 

A. is - taken through the anterior part of the embryonic area. It represents about 
half the breadth of the area, and there is no trace of a medullary groove or of the 
mesoblast. 

B. is taken through the posterior part of the primitive streak. 

ep. epiblast; hy, hypoblast. 

' Schafer describes the blastodermic vesicle of the oat as being throughout in a bi- 
laminar condition before the formation of a definite primitive streak or of the mesoblast. 
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on its upper surface. The mesoblastic layer in front of the primitive 
streak becomes thicker, and, in the two-layered region in front, the 
epiblast becomes several rows deep (fig. 139 A). 

In the part of the embryonic area in front of the primitive streak 
there arise during the eighth day two folds bounding a shallow 
median groove, wiiich meet in front, but 
diverge behind, and enclose between them 
the foremost end of the primitive streak 
(fig. 141). These folds are the medullary 
folds and they constitute the first definite 
traces of the embryo. The medullary 
plate bounded by them rapidly grows in 
length, the primitive streak always re- 
maining at its binder end. While the 
lateral epiblast is formed of several rows 
of cells, that of the medullary plate is at 
first formed of but a single row (fig. 142 mg). 

The mesoblast, which appears to grow for- 
ward from the primitive streak, is stated 
to be at first a continuous sheet between 
the epiblast and hypoblast (Hensen). The 
evidence on this point does not however 
appear to me to be quite conclusive. In any case, as soon as ever 



Fio. 140. Embryonic army 
OF AN KIGIIT days’ RaBBIT. 
(After Kolliker.) 

arp. embryonic area; pr. 
primitive streak. 



Fig. 141. Embryonic area of a seven days’ embryo Rabbit. (From Kolliker.) 

0 . place of future area vasculosa; rf. medullary groove; pr. primitive streak; 
ag. embryonic area. 


186 


THE BLASTOPORE. 


the medullarj’^ groove is formed, the mesoblast becomes divided, exactly 
as in Lacerta and Elasmobranchii, into two independent lateral plates, 
which are not continuous across the middle line (fig. 142 me). The 
hypoblast cells are flattened laterally, but become columnar beneath 
the medullary plate (fig. 142). 

In tracing the changes which take place in the relations of the 
layers, in passing from the region of the embryo to that of the 
primitive streak, it will be convenient to follow the account given by 
Schafer for the guinea-pig (No. 190), which on this point is for fuller 
and more satisfactory than that of other observers. In doing so I 
shall leave out of consideration the fact (fully dealt with later in this 
chapter) that the layers in the guinea-pig are inverted. Fig. 143 
represents a series of sections through this part in the guinea-pig. 
The anterior section (D) passes through the medullary groove near 
its hinder end. The commencement of the primitive streak is 
marked by a slight prominence on the floor of the medullary groove 
between the two diverging medullary folds (fig. 143 C, ac). Where 
this prominence becomes first apparent the epiblast and hypoblast 



Fia. 142. Transvekse skction thiiouoh an embryo Rabbit op p:ight days. 
cp. epiblast; me. mesoblast; hy. hypoblast; my. medullary groove. 

are united together. The mesoblast plates at the two sides remain 
in the meantime quite free. Slightly further back, but before the 
primitive groove is reached, the epiblast and hypoblast are connected 
together by a cord of cells (fig. 143 B,/), which in the section next 
following becomes detached from the hypoblast and forms a solid 
keel projecting from the epiblast. In the following section the hitherto 
independent mesoblast plates become united with this keel (fig. 
143 A); and in the posterior sections, through the part of the 
primitive streak with the primitive groove, the epiblast and mesoblast 
continue to be united in the axial line, but the hypoblast remains 
distinct. These peculiar relations may shortly be described by saying 
that in the axial line the hypoblast becomes united ivith the epiblast at 
the posterior end of the embryo ; and that the cells which connect the 
hypoblast and epiblast are posteriorly continuous with the fused epi- 
blast and mesoblast of the primitive streak, the hypoblast in the region 
of the primitive streak having become distinct from the other layers. 

The peculiar relations just described, which hold also for the 
rabbit, receive their full explanation by a comparison of the Mammal 
with the Bird and the Lizard, but before entering into this comparison, 
it will be well to describe the next stage in the rabbit, which is in 
many respects very instructive. In this stage the thickened axial 
])ortion of the hypoblast in the region of the embryo becomes sepa- 
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rated from the lateral parts as the notochord. Very shortly after 
the formation of the notochord, the hypoblast grows in from the 
two sides, and becomes quite 
continuous across the middle 
line. The formation of the 
notochord takes place from be- 
fore backwards ; and at the 
hinder end of the embryo tlie 
notochord is continued into the 
mass of cells which forms the 
axis of the primitive streak, 
becoming therefore at this point 
continuous with the epiblast. 

The notochord in fact beliaves 
exactly as did the axial hy- 
poblast in the earlier stage. 

In comparison with Lacerta 
(|). 1G8 & 169) it is obvious that the 
axial hyi)oblast and the notochord 
de lived from it have exactly the 
same relations in Mammalia and 
Lacertilia. In both thty are con- 
tinued at the hind end of the 
embryo into the e]>i blast ; and 
close to where they join it, the 
inesoblast and ejhblast fuse to- 
gether to form the |)rimitive 
streak. The difference )>et\veen 
the two types consists in tlie fact 
that in Reptilia there is formed 
a p:issage connecting the neural 
and alimentary canals, the front 
wall of which is constituted by 
the cells which form the above’ 
junction between the notochord 
and epiblast; and that in Mam- 
malia this passage — which is only 
a rudimentary structure in Rep- 
tilia — has either been overlooked or elst^ is absent. In any case the axial 
junction of the ejnblast and hypoblast in Mammalia is shewn by the above 
comparison with I^acertilia to represent the dorsal lip of the true verte- 
brate blastopore. The presence of this blastopore seems to render it clear 
that the blastojiore discovered by Eil. van Beueden cannot liave the meaning 
he assigned to it in com|)aring it with the blastopore of the frog. 

Kblliker adduces the fact that the notochord is continuous with the 
axial cells of the primitive streak as an argument against its hypoblastic 
origin. The above comparison with Lacertilia altogether deprives this argu- 
ment of any force. 

At the stage we have now reached tlie three layers are definitely 



Fig. 148, A hkuies of transverse sec- 
tions THROUGH THE JUNCTION OF THE RRIMITIVE 
STREAK ANJ> MEDULLARY OROOVE OF A YOUNG 

Guinea-pig. (After Schiifer.) 

A. is the posterior section. 
e, epiblast; m, mesoblast; h. hypoblast; 
(ifi, axial epiblast of the primitive streak ; 
ah. axial hypoblast attached in B. arid C. to 
the epiblast at tlie rudimentary blastopore ; 
/o/. medullary groove; /. rudimentary blas- 
topore. 
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established. The epiblast (on the view adopted above) clearly origi- 
nates from epiblastic segmentation cells. The hypoblast without 
doubt originates from the hypoblastic segmentation spheres which 
give rise to the lenticular mass within the epiblast on the appear- 
ance of the cavity of the blastodermic vesicle ; while, though the 
history of the mesoblast is still obscure, part of it appears to originate 
from the hypoblastic mass, and part is undoubtedly formed from the 
epiblast of the primitive streak. 

While these changes have been taking place the rudiments of a 
vascular area become formed, and it is very possible that part of the 
h3Tpoblastic mesoblast passes in between the epiblast and hypoblast, 
immediately around the embryonic area, to give rise to the area 
vasculosa. From Hensens observation it seems at any rate clear 
that the mesoblast of the vascular area arises independently of the 
primitive streak : an observation which is borne out by the analogy 
of Birds. 


Gemral growth of the Embryo. 

We have seen that the blastodermic vesicle becomes divided at 
an early stage of development into an embryonic area, and a non- 
embryonic portion. The embryonic area gives rise to the whole of 
the body of the embryo, while the non-embryonic part forms an ap- 
pendage, known as the umbilical vesicle, which becomes gradually 
folded off from the embryo, and has precisely the relations of the 
yolk-sack of the Sauropsida. It is almost certain that the Placentalia 
are descended from ancestors, the embryos of which had large yolk- 
sacks, but that the yolk has become reduced in quantity owing to 
the nutriment received from the wall of the uterus taking the place 
of that originally supplied by the yolk. A rudiment of the yolk- 
sack being retained in the umbilical vesicle, this structure may be 
called indifferently umbilical vesicle or yolk-sack. 

The yolk which fills the yolk -sack in Birds is replaced in 
Mammals by a coagulable fluid ; while the gradual extension of the 
hypoblast round the wall of the blastodermic vesicle, which has 
already been described, is of the same nature as the growth of the 
hypoblast round the yolk -sack in Birds. 

The whole embryonic area would seem to be employed in the 
formation of the body of the embryo. Its long axis has no very 
definite relation to that of the blastodermic vesicle. The first ex- 
ternal trace of the embryo to appear is the medullary plate, bounded 
by the medullary folds, and occupying at first the anterior half 
of the embryonic area (fig. 141). The two medullary folds diverge 
behind and enclose the front end of the primitive streak. As the 
embryo elongates, the medullary folds nearly meet behind and so 
cut off the front portion of the primitive streak, which then appears 
as a projection in the hind end of the medullary groove. In an 
embryo rabbit, eight days after impregnation, the medullary groove 
is about 1*80 mm. in length. At this stage a division may be clearly 
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seen in the lateral plates of mesoblast into a vertebral zone adjoining 
the embryo and a more peripheral lateral zone ; and in the verte- 
bral zone indications of two somites, about 0'37 mm. from the binder 
end of the embryo, become apparent. The foremost of these somites 
marks the junction, or very nearly so, of the cephalic region and 
trunk. The small size of the latter as compared with the former is 
very striking, but is characteristic of Vertebrates generally. The 
trunk gradually elongates relatively to the head, by the addition 
behind of fresh somites. The embryo has not yet begun to be 
folded off from the yolk-sack. In a slightly older embryo of nine 
days there appears (Hensen, Kolliker) round the embryonic area 
a delicate clear ring which is narrower in front than behind (fig. 
144 A. ap). This ring is regarded by these authors as representing 
the peripheral part of the area pellucida of Birds, which does not 


A. B. 



Fig. 144. Embryo Rabbits of about nine days from the dorsal side. 

(From Kolliker.) 

A. magnified 22 times, and B. 21 times. 

ap. area pellucida ; rf. medullary groove ; h'. medullary plate in the region of the 
future fore-brain; h*'. medullary plate in the region of the future mid-brain; vh. fore- 
brain; ab. optic vesicle; mh. mid-brain; hh. and h'". hind-brain; uw. mesoblastic 
somite; stz. vertebral zone; pz. lateral zone; hz. and h. heart; ph. pericardial section 
of body-cavity; vo. vitelline vein ; af. amnion fold. 
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become converted into the body of the embryo. Outside the area 
pellucida, an area vasculosa has become very well defined. In the 
embryo itself (fig. 144 A) the disproportion between head and trunk 
is less marked than before; the medullary plate dilates anteriorly 
to form a spatula-shaped cephalic enlargement; and three or four 
somites are established. In the lateral parts of the mesoblast of 
the head there may be seen on each side a tube-like structure {jiz). 
Each of these is part of the heart, which arises as two independent 
tubes. The remains of the primitive streak (jpr) are still present 
behind the medullary groove. 

In somewhat older embryos (fig. 144 B) with about eight somites, 
in which the trunk considerably exceeds the head in length, the first 
distinct traces of the folding-off of the head end of the embryo 
become apparent, and somewhat later a fold also appears at the hind 
end. In the formation of the hind end of the embryo the primitive 
streak gives rise to a tail swelling and to part of the ventral wall 
of the post-anal gut. In the region of the head the rudiments 
of the heart (A) are far more definite. The medullary groove 
is still open for its whole length, but in the head it exhibits a 
series of well-marked dilatations. The foremost of these (vA) is the 
rudiment of the fore-brain, from the sides of which there project the 
two optic vesicles (ah) \ the next is the mid-brain (mA), and the last 
is the hind-brain (AA), which is again divided into smaller lobes by 
successive constrictions. The medullary groove behind the region of 
the somites dilates into an embryonic sinus rhomboidalis like that 
of the Bird. Traces of the amnion (a/) are now apparent both in 
front of and behind the embryo. 

The structure of the head and the formation of the heart at this 
age are illustrated in fig. 145. The widely-open medullary groove 
{rf) is shewn in the centre. Below it the hypoblast is thickened to 
form the notochord ddl ; and at the sides are seen the two tubes, 
which, on the folding-in of thedbre-gut, give rise to the unpaired heart. 
Each of these is formed of an outer muscular tube of splanchnic 
mesoblast (aAA), not quite closed towards the hypoblast, and an inner 
epithelioid layer (iAA) ; and is placed in a special section of the body- 
cavity (|)A), which afterwards forms the pericardial cavity. 

Before the ninth day is completed great external changes are 
usually effected. The medullary groove becomes closed for its whole 
length with the exception of a small posterior portion. The closure 
commences, as in Birds, in the region of the mid-brain. Anteriorly 
the folding-off of the embryo proceeds so far that the head becomes 
quite free, and a considerable portion of the throat, ending blindly 
in front, becomes established. In the course of this folding the, 
at first widely separated, halves of the heart are brought together, 
coalesce on the ventral side of the throat, and so give rise to a 
median undivided heart. The fold at the tail end of the embryo 
progresses considerably, and during its advance the allantois is 
formed in the same way as in Birds. The somites increase in 
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number to about twelve. The amniotic folds nearly meet above the 
embryo. 



The later stages in the development proceed in the main in the 
same manner as in the Bird. The cranial flexure soon becomes very 
marked, the mid-brain forming the end of the long axis of the embryo 
(fig. 146). The sense organs have the usual development. Under the 
fore-brain appears an epiblastic involution giving rise both to the 
mouth and to the pituitary body. Behind the mouth are three well- 
marked pairs of visceral arches. The first of these is the mandibular 
arch (fig, 146 md), which meets its fellow in the middle line, and forms 
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the posterior boinHlary of t]i(' nioiitli. It seiuls forward on eoeli side 
a superior luaxillaiy process {ni,r) which pnrtially forms the anterior 
margin of the mouth. Behind (he mandibular ai‘cli are present a 
well-developed hyoid Qiy) and a first branchial arch (not shewi» in 
fig. 14b;. There are four clefts, as in other A inn iota, but the fourth 
is not bounded behind by a deiinite arch. Only tlu' first of tlu'sc; 
clefts persists as the tympanic cavity and Kustachian tube. 

At the time when the cranial flexure appears, the body also 



Fee 1 U). Advanced embryo of a Uabbit (about twelve days)’. 
mid-brain; (h. tlialamencophalon ; ce. cerebral hemispbere; op. eye; iv.v. 
fourth ventricle; mx. maxillary process; md. mandibular arch; ////. hyoid arch; /7. 
fore-limb; hi. hind-limb; urn. umbilical stalk. 

develops a sharp flexure immediately behind tlie head, which is thus 
bent forwards upon the posterior straight part of the body (fig. 140). 
The amount of this flexure vnries somewhat in different forms. It is 
very marked in the dog (Biscliotf ). At a later period, and in some 
species even before tlie stage figured, the tail end of tlie body also 
becomes bent (fig. 146), so tliat the whole dorsal side assumes a 
convex curvature, and the head and tail become closely approxi- 
mated. In most cases the embryo, on the development of the tail, 
assumes a more or less definite spiral curvature (fig. 146); which 
however never becomes nearly so marked a feature as it commonly 
is in Lacertilia and Ophidia. With tlie moi‘(.‘ complete development 
of the lower wall of the body the ventral flexure partially disappears, 
but remains more or less persistent till near the close of intra-uterine 
life. The limbs are formed as simple Viuds in the same manner as in 
Birds. Tlie buds of the hind-limbs are directed somewhat forwards, 
and those of the fore-limb backwards. 


’ This figure wms drawn for in(' by my j)npil, Afr Whcldon. 
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On this day a cavity develops in the interior of this body which at the 
same time enlarges itself. The greater part of its wall next attaches 


itself to the free end of the 
cylinder, and becomes con- 
siderably thickened. The 
remainder of the wall ad- 
joining the cavity of the 
cylinder becomes a com- 
paratively thin membrane. 
At the free end of the cy- 
linder there appears on the 
thirteenth day an embryonic 
area similar to that of other 
Mammalia. It is at first 
round but soon becomes 
pyriform, and in it there 
appear a primitive streak 
and groove \ and on their 
appearance it becomes ob- 
vious that the outer layer of 
the cylinder is the hypoblast ^ , 
instead oJ\ as in all other 
Mammalia^ the epihlast ; and 



that the epihlast is formed by 
the wall of the inner reside^ 
i.e. the original solid body 
placed at the end of tJie 
cylinder. Thus the dorsal 
surface of the embryo is 
turned inwards, and the 
ventral surface outwards, 
and the ordinary position 
of the layers is comj)letely 


FlO. 162. DlAdKAMMATIC LONOITUMNAL SECTION 
THHOIIGII THE EMBKYO OF A CiuiNEA-PIG WITH ITS 
MEMBiiANEs. (After Schtifer.) 

c. epihlast; A. hypoblast; /a', amniotic mesoblast ; 
w". splanchnic mesoblast; am. amnion; cv, cavity 
of amnion; «//. allantois; f. rudimentary blastopore; 
me. cavity of vesicle continuous with body-cavity; 
mm. mucous membrane of uterus ; min', parts where 
vascular uterine tissue perforates hypoblast of blas- 
todermic vesicle ; vt. uterine vascular tissue; 1. limits 
of uterine tissue. 


inverted. 


The previously cylindi ical egg next assumes a spherical form, and the 
mesoblast arises in connection with the primitive streak in the manner 
already described. A splanchnic layer of mesoblast attaches itself to the 
inner side of the outer hypoblastic wall of the egg, a somatic layer to the 
epiblast of the inner vesicle, and a mass of mesoblast grows out into the 
cavity of the larger vesicle forming the commencement of the allantois. 
The general structure of the ovum at this stage is represented on fig. 162, 
copied from Schafer ; and the condition of the whole ovum will best be 
understood by a description of this figure. 

It is seen to consist of two vesicles, (1) an outer larger one (h) — the 
original egg-cylinder — united to the mesometric wall of the uterus by a vas- 
cular connection at m m\ and (2) an inner smaller one (ev) — the originally 
solid body at the free end of the egg-cylinder. The outer vesicle is formed of 
(1) an external lining of columnar hypoblast {h) which is either pierced or 


^ According to Hensen the hypoblast grows round the inside of the wall of the 
cylinder from the body which he regards as the ovum. The original wall of the 
cylinder persists as a very thin layer separated from the hypoblast by a membrane. 
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invaginated at the area of vascular connection with the uterus, and (2) of 
an inner layer of splanchnic mesoblast (m") which covers without a break 
the vascular uterine growth. At the upper pole of the ovum is placed 
the smaller epiblastic vesicle, and where the two vesicles come together is 
situated the embryonic area with the primitive streak (/), and the 
medullary plate seen in longitudinal section. The thinner wall of the 
inner vesicle is formed of epiblast and somatic mesoblast, and covers over 
the dorsal face of the embryo just like the amnion. It is in fact usually 
spoken of as the amnion. The large cavity of the outer vesicle is continuous 
with the body cavity, and into it projects the solid mesoblastic allantois 
{all)^ so far without hypoblast^ 

The outer vesicle corresponds exactly with the yolk-sack, and its meso- 
blastic layer receives the ordinary vascular supply. 

The embryo becomes folded off from the yolk-sack in the usual way, but 
comes to lie not outside it as in the ordinary form, but in its interior^ 
and is connected with it by an umbilical stalk. The yolk-sack forms 
the substitute for part of the subzonal membrane of other Mammalia. 
The so-called amnion appears to me from its development and position 
rather to correspond with the non-embiyonic part of the epiblastic wall 
(true subzonal membrane) of the blastodermic vesicle of the ordinary 
mammalian forms than with the true amnion ; and a true amnion would 
seem not to be developed. 

The allantois meets the yolk-sack on about the seventeenth day at the 
region of its vascular connection with the uterine wall, and gives rise to 

the placenta. A diagrammatic 
representation of the structure 
of the embryo at this stage is 
given in fig. 163. 

The j>eculiar inversion of the 
layers in the Guinea-pig has 
naturally excited the curiosity 
of embryologists, but as yet no 
satisfactory explanation has been 
oftered of it. 

At the time when the ovum 
first becomes fixed it will be re- 
membered that it resembles the 
early blastodermic vesicle of the 
Rabbit, and it is natural to sup- 
pose that the apparently hypo- 
blastic mass attached to the 
inner wall of the vesicle becomes 
the solid body at the end of the 
egg-cylinder. This appears to be 
BischofTs view, but as shewn 
above, the solid mass is really 
the epiblast 1 Is it conceivable 
that the hypoblast in one sj^ecies 

^ Hen sen states that the hypoblast never grows into the allantois ; while Bischoff, 
though not very precise on the point, implies that it does ; he states however that it 
soon disappears. 



Fig. 163 . Diagrammatic longitudinal sec- 
tion OF an ovum of a Guinea pig and the 
adjacent uterine walls at an advanced stage 
OF pregnancy. (After Bischoff.) 

yk, inverted yolk -sack (umbilical vesicle) 
formed of an external bypoblastic layer (shaded) 
and an internal vascular layer (black). At the 
end of this layer is placed the sinus terminalis j 
all. allantois; yl. placenta. 

The external shaded parts are the uterine 
walls. 
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becomes the epiblast in a closely allied si^ecies] To my mind it is not 
conceivable, and I am reduced to the hypothesis, put forward by Hensen, 
that in the course of the attachment of the ovum to the wall of the uterus 
a rupture of walls of the blastodermic vesicle takes place, and that they 
become completely turned inside out. It must be admitted, however, that 
in the present state of our knowledge of the development of the ovum on 
the seventh and eighth days it is not possible to frame a satisfactory 
explanation how such* an inversion can take place. 

The Human Embryo, ^ur knowledge as to the early development 
of the human embryo is in an unsatisfactory state. The positive facts 
we know are comparatively few, and it is not possible to construct from 
them a history of the development which is capable of satisfactory com- 
parison with that in other forms, unless all the early embryos known are 
to be regarded as abnormal. The most remarkable feature in the develop- 
ment, which was first clearly brought to light by Allen Thomson in 1839, 
is the very early appearance of branched villi. In the last few years 
several ova, even younger than those described by Allen Thomson, have 
been met with, which exhibit this peculiarity. 

The best-i)reserved of these ova is one described by Reichert (No. 237). 
This ovum, though probably not more than thirteen days old, was com- 
pletely enclosed by a decidua reflexa. It had (fig. 164 A and B) a 
flattened oval form, measuring in its two diameters 5*5 mm. and 3 ’5 mm. 
The edge was covered with branched villi, while in the centre of each ()f 
the flattened surfaces there was a spot free from villi. On the surface 




Fig, 164 . The human ova during early stages of development. 

(From Quaiu’s Anatomy,) 

A. and B. Front and side view of an ovum figured by Reichert, supposed to be 
about thirteen days, e, embryonic area. 

C. An ovum of about four or five weeks shewing the general structure of the ovum 
before the formation of the placenta. Part of the wall of the ovum is removed to shew 
the embryo in situ. (After Allen Thomson.) 


adjoining the uterine wall was a darker area (e) formed of two layers of 
cells, which is interpreted by Reichert as the embryonic area, while the 
membrane^forming the remainder of the ovum, including the branched 
villi, was stated by Reichert to be com[)Osed of a single row of epithelial 
cells. 

Whether or no Reichert is correct in identifying his darker spot 
as the embryonic area, it is fairly certain from the later observations of 
Beigel and Lowe (No. 228 ), Ahlfeld (No. 227 ), and Kollmann(No. 234 ) on 
ova nearly as young as that of Reichert, that the wall of very young ova 
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liiis a inoj i‘ 1:1111411 iiaterl Ktructiire tlmii KniiliLM t is to ailiiiit. Tlioso 

aiitliors do not Jiowev'or Micron iiintnii^^ist thomsi‘1 v(‘s, lint from KoMiiiaiin’.s 



IK;. ijiijj::!-: jiAiiLv iiuiiAx kmrbydb. (Uopieil Irom JliH.) 

A. An ( ruly embryo desorihed by His from the eide. rnn. amnion ; um. umbilical 
vifs^idc ; i7i. I'liririon, to which the embryo is attached by a stalk. 

11. I'hiiliryo desciilierl by Allen Th()m.son about 12 — 14 days. um. uuihilicJil 

viisido; 7nff. iiiLMlulljiry ^noove. 

0. Yount; embryo ilescribed by His. nm. umbilical vesicle. 

tle.scri|itinii, Avliieh appears to me the most sal.isfaetory, it is jirolialili; that it 
is eoinpnsril of an outer epithelial layer, anil an iiiiior layei' of ininneetive 
tissue, and that the ennne.eiive tissue extends at a vmy early period into 
the ^illi; so that the Inttei' are not liiillow, as ileieliert supposed them 
to Le. 

The villi, which at fust leave the flattened polis free, seem soon to 
extend first u^er one of the flat sides, and finally over the whole ovum 
(lig. llid CJ). 

Unless the two-layered re^dim of Reichert’s ovum is I lie emliryoiiic 
area, nothin" which can clearly be identitied as an embiyo has been 
detected in tliese early ova. In an ovum described by 1 Irens (No. 228 ), 
and in one described loii" a"n by Wharton-Jones a mass found in tlio 
interior of the e_"" may perhajis be interpreted (His) as tbe reiiiains of tlie 
yolk. It is, however, very probable that all the early ova so far discovered 
are more or less patliological. 

The yunn^est ovum witli a distinct embiyo is one described by His 
(No. This ovum, Avliicli is dia^rammatir-ally represented in fig. 

KIS in longitudinal section, had the form of an oval vesicle comydetely 
riivLTCil by Aulli, and about 8'5 mm. and ri n mm. in its two diameters, and 
llaLter on one side than on the other. An einhiyo witli a yolk sack was 
attached to tbe inner siflc of the Hatter wall of tJie vesicle by a stalk, 
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wliii:]i mu.sfc be regtirileil iis tin* albuiiuii: stjilk Jinil tlie fiiiliiyn ainl yulk- 
H‘,u;k lilliMl ii]> but a, \(^vy Miiall part of the wliole cavity of Iho vf'fsii-h'. 

The embryo, whiuh was probably not quite iioriiial {W}^. Kio i\), was 
very imperfectly duvi?loi)iMl ; a medullary plate was liarrlly ami, 

though the mesoblast was xinscijineuUfl, the lieail fold, separatiiij^^ the 
embryo from the yolk-sack (tnn), was already iiulieiued. The aniiiirm (frnt.) 
was completely formed, and vitelline vesseds had niiide their ajjpearanee. 

Two embryos described by Allen Thonisini (No. aii* but slightly 
older than the above embryos of Ifis. lloth of tJiem y)roliably belong tn 
the first fortnight of pregnancy. In both cases the endjryo was more or 
less folded off frijm tlie yolk-saek, and in one of them Ihe medullary groove 
was still widely open, except in the region of tin' neek (lig. 105 11). The 
allantoic stalk, if present, was not clearly made out, and the couditiou 
nf the amnion was also not fully studied. The smaller of the two ova was 
just G mm. in its largest diameter, and was nearly completely covered 
with simple villi, more developed on one side than on the other. 

In a soniewliafc later period, about the stage of a chick at the end of the 
second day, tlio medullary folds are completely cloKsed, the region of the 
brain already marked, and the cranial flexure commencing. IMie niesoblast 
is divided up into luimeroiis somites, and tlie iiiaiidiliular aiiil Hrst two 
branchial arches are indicated. The embryo is still but incompletely folded 
off from tlie yolk-saek below. 

In a still older stage the cranial flexure becomes still more prinifuineed, 
placing the mid-brain at the end of the long axis uf the body. Tlie boily 
also begins to be veiitrally curved (fig. 165 C). 

Externally bumau embryos at this age are, characterized by the sinall 
size of the anterior end of the head. 

The flexure goes on gradually increasing, and in the third week of 
pregnancy in embryos of about 4 mm. the limbs make their appearance. 



riii, Kid. Tsvn viiuv.s or a rrr'MAX kmiiuvo nr ur.rwRi-.N the THian ano rDciiiii \vi:i:k. 

A. iSifle virw. (I’niiii Kiillikcr; after Allun TIidiiisdii.) it. aiiininn ; fi. iiiuljili(3al 
vesirlr; c. iiuiiiilibiilar aiiili ; e. hyoid arch ; f. cunimpriciiif' anterior limb; tj. primitive 
iiiulitory vGsiole j h. eye; i. iieart. 

13. Doraal view to blicw the attach in eiit of iho ililiiLcil .'illaiitoic stalk to the 
chorion. (From a sketch by Allen Thomson.) nui. iimiiion; all. allantois; 2 ^,s. yolk-saek. 

* Allen Thom.s on informs mo that he is A’cry CDiiildent that such a form of aitacli- 
iiieut between the hind end of thi' einbirn and thi3 atiiU oi Lho vrsii b', as that ilcscribod 
ami figured by His in tlii.s i‘iiibiyo, ilid nut oxLst in any of thu younger tiiibiyos 
exaiiiini'd by him. 
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The embryo at this stage (fig. 166), which is about equivalent to that of a 
chick on the fourth day, resembles in almost every res[>ect the normal 
embryos of the Amniota. The cranial flexure is as pronounced as usual, 
and the cerebral region has now fully the normal size. The whole body 
soon becomes flexed ventrally, and also somewhat spirally. The yolk- 
sack {h) forms a small spherical appendage with a long wide stalk, and the 
embryo (B) is attached by an allantoic stalk with a slight swelling {all), 
probably indicating the presence of a small hypoblastic diverticulum, to 
the inner face of the chorion. 

A remarkable exception to the embryos generally observed is afforded 
by an embryo which has been described by Krause (No. 235). In this 
embryo, which probably l)elongs to the third week of pregnancy, the limbs 
were just commencing to be indicated, and the embryo was completely 
covered by an amnion, but instead of being attached to the chorion by an 
allantoic cord, it was quite free, and was provided with a small spherical 
sack-like allantois, veiy similar to that of a fourth-day chick, projected 
from its hind end. 



Fig, 107. Figures shewing the early changes in the form of the human 
HEAD. (From Quain’s Anatomy.) 

A. Head of an embryo of about four weeks. (After Allen Thomson.) 

B. Head of an embryo of about six weeks. (After Ecker.) 

C. Head of an embryo of about nine weeks. 

1. mandibular arch ; 1'. persistent part of hyomandibular cleft ; a. auditory vesicle. 

No details are given as to the structure of the chorion or the presence 
of villi upon it. The presence of such an allantois at this stage in a 
human embryo is so unlike what is usually found that Krause’s statements 
have been received with considerable scepticism. His even holds that the 
embryo is a chick embryo, and not a human one ; while Kiilliker regards 
Krause’s allantois as a pathological structure. The significance to be 
attached to this embryo is dealt with below, 

A detailed history of the further development of the human embryo 
does not fall within the province of this work ; while the later changes in 
the embryonic membranes have already been dealt with (pp. 202 205). 

For the changes which take place on the formation of the face 1 may 
refer the reader to fig. 167. 

The most obscure point connected with the early history of the human 
ovum concerns the first formation of the allantois, and the nature of the villi 
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covering the surface of the ovum. The villi, if really formed of mesoblast 
covered by epiblast, have the true structure of chorionic villi; and can 
hardly be compared to the early villi of the dog which are derived from 
the subzonal membrane, and still less to those of the rabbit formed from 
the zona radiata. 

Unless all the early ova so far described are pathological, it seems to 
follow that the mesoblast of the chorion is formed before the embryo is 
definitely established, and even if the pathological character of these ova 
is admitted, it is nevertheless probable (leaving Krause^s embryo out of 
account), ^ shewn by the early embryos of Allen Thomson and His, that 
it is formed before the closure of the medullary groove. In order to meet 
this difficulty His supposes that the embryo never separates from the 
blastodermic vesicle, but that the allan- 
toic stalk of the youngest embryo (fig. 

168) represents the persistent attachment 
between the two^ His’ view has a good 
deal to be said for it. I would venture, 
however, to suggest that Reichert’s em- 
bryonic area is probably not in the two- 
layered stage, but that a mesoblast has 
already become established, and that it 
has grown round the inner face of the 
blastodermic vesicle from the (apparent) 
posterior end of the primitive streak. 

This gi'owth I regard as a iwecxicious 
formation of the meeohlast of tive allantois 
— an exaggeration of the early formation 
of the allantoic mesoblast which is cha- 
racteristic of the Guinea-pig {vide p. 220). This mesoblast, together 
with the epiblast, forms a true chorion, so that in fig. 168, and probably 
also in fig. 164 A and B, a true chorion has already become established. 
The stalk connecting the embryo with the choiion in His’ earliest embryo 
(fig. 168) is therefore a true allantoic stalk into which the hypoblastic 
allantoic diverticulum grows in for some distance. How the yolk-sack 
(umbilical vesicle) is formed is not clear. Perhaps, as suggested by His, 
it arises from the conversion,’ of a solid mass of primitive hyi)oblast directly 
into a yolk-sack. The amnion is probably formed as a fold over the head 
end of the embryo in the manner indicated in His’ diagram (fig. 168 Am), 

These speculations have so far left Krause’s embryo out of account. 
How is this embryo to be treated ? Krause maintains that all the other 
embryos shewing an allantoic stalk at an early age are pathological. This, 
though not impossible, appeal’s to me, to say the least of it, improbable ; 
especially when it is borne in mind that embryos, which have every ap- 
pearance of being normal, of about the same age and younger than 
Krause’s, have been frequently observed, and have always been found 
attached to the chorion by an allantoic stalk. 

We are thus provisionally reduced to suppose either that the stracture 
figured by Krause is not the allantois, or that it is a very abnormal 
allantois. It is perhaps just possible that it may be an abnormally 

^ For a fuller explanation of His’ views I must refer the reader to his Memoir 
(No. 23s), pp. 170, 171, and to the diagrams contain^ in it. 

B. E. II. 15 



Fio. 168. Biaokammatic lonoi- 

TTTUINAL SECTION OP THE OVUM TO 
WHICH THE EMBRYO (PIO. 165 A) BE- 
liONQBD. (After His. ) 

Am, amnion ; Nb, umbilical vesicle. 
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developed hypoblastic vesicle of the allantois artificially detached from 
the uiesoblastic layer, — the latter having given rise to the chorion at an 
earlier date. 
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OHAPTEK XL 


COMPARISON OF THE FORMATION OF THE GERMINAL 
LAYERS AND OF THE EARLY STAGES IN THE 
DEVELOPMENT OF VERTEBRATES. 


Although the preceding chapters of this volume contain a fairly 
detailed account of the early developmental stages of ditFerent groups 
of the Cliordata, it will nevertheless be advantageous to give at 
this place a short comparative review of the whole subject. 

In this review only the most important points will be dwelt upon, 
and the reader is referred for the details of the processes to the 
sections on the development of the individual groups. 

The subject may conveniently be treated under three heads. 

(1) The formation of the gastrula and behaviour of the blastopore : 
together with the origin of the hypoblast. 

(2) The mesoblast and notochord. 

(3) The epiblast. 

At the close of the chapter is a short summary of the organs 
derived from the several layers, together with some remarks on the 
growth in length of the vertebrate embryo, and some suggestions as 
to the origin of the allantois and amnion. 

Formation of the gastrula. Amphioxus is the type in which 
the developmental phenomena are least interfered with by the 
presence of food-yolk. 

In this form the segmentation results in a uniform, or nearly 
uniform, blastosphere, one wall of which soon becomes thickened and 
invaginated, giving rise to the hypoblast; while the larva takes the 
form of a gastrula, with an archenteric cavity opening by a blasto- 
pore. The blastopore rapidly narrows, while the embryo assumes an 
elongated cylindrical form with the blastopore at its hinder extremity 
(fig. 169 A). The blastopore now passes to the dorsal surface, and by 
the flattening of this surface a medullary plate is formed extending 
forwards from the blastopore (fig. 169 B). On the formation of 
the medullary groove and its conversion into a canal, the blastopore 
opens into this canal, and gives rise to a neureiiteric passage, leading 
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from the neural canal into the alimentary tract (fig. IGO C and E). 



Fig. 169. Embryos of Amphioxus. (After Kowalevsky.) 

The parts in black with white lines are epiblastic ; the shaded parts are hypoblastic. 

A. Gastrula stage in optical section. 

B. Slightly later stage after the neural plate np has become differentiated, seen as 
a transparent object from the dorsal side. 

C. Lateral view of a slightly older larva in optical section. 

D. Dorsal view of an older larva with the neural canal completely closed except 
for a small pore (no) in front. 

E. Older larva seen as a transparent object from the side. 

hi. blastopore (which becomes in D the neurenteric canal); i\e. neurenteric canal; 
7ip. neural or medullary plate ; no. anterior opening of neural canal; ch. notochord; 
first and second mesoblastic somites. 

At a later period tills canal closes, and the neural and alimentary 
canals become separated. 

Such is the simple history of the layers in Amphioxus. In the 
simplest types of Ascidians the series of phenomena is almost the 
same, but the blastopore assumes a more definitely dorsal position. 

Here also the bhistopore lies at the hinder end of the medullary 
groove, and on the closure of the groove becomes converted into a 
neurenteric passage. 

In the true Vertebrates the types which most approach Amphioxus 
are the Amphibia, Acipenser and Petromyzon. We may take the 
first of these as typical (though Petromyzon is perhaps still more so) 
and fig. 170 A B C D represents four diagrammatic longitudinal 
vertical sections through a form belonging to this group (Bombinator). 
The food-yolk is here concentrated in what I shall call the lower pole 
of the egg, which becomes the ventral aspect of the future embryo. 
The part of the egg containing the stored-up food-yolk is, as has already 
been explained in the chapter on segmentation (Vol. I. pp. 77 and 78), 
to be regarded as equivalent to part of those eggs which do not contain 
food-yolk; a fact which requires to be borne in mind in any attempt 


COMPARISON OF THE GERMINAL LAYERS, 231 

to deal comparatively with the formation of the layers in the Verte- 
brata. It may be laid down as a general law, which holds very 
accurately for the Vertebrata, that in eggs in which the distribution of 
food-yolk is not uniform, the size of the cells resulting from segmen- 
tation is proportional to the quantity of food-material they contain. 
In accordance with this law the cells of the Amphibian ovum are of 
unequal size even at the close of segmentation. They may roughly 
be divided into two categories, viz. the smaller cells of the upper 
pole and the larger of the lower (fig. 170 A). The segmentation 
cavity {sg^ lies between the two, but is unsymmetrically placed near 
the upper pole of the egg, owing to the large bulk of the ventrally 
placed yolk-segments. In the inequality of the cells at the close of 
segmentation the Amphibia stand in contrast with Amphioxus. The 






Fio. 170. Diagrammatic longitudinal sections through the embryo of Bom- 

BINATOR AT TWO STAGES, TO SHEW THE FORMATION OF THE GERMINAL LAYERS. (Modifie 1 

from Gotte, ) 

g/). epiblast; m, dorsal mesoblast; m', ventral mesoblast; %. hypoblast; yk, yolk; 
.r. point of junction of the epiblast and hypoblast at the dorsal side of the blastopore ; 
al, mesenteron ; segmentation cavity. 
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upper cells are mainly destined to form the epiblast, and the lower 
the hypoblast and inesoblast. 

The next change which takes place is an invagination, the earliest 
traces of which are observable in fig. 170 A. The invagination is not 
however so simple as in Amphioxus. Owing in fact to the presence 
of the food-yolk it is, a mixture of invagination by epibole and by 
embole. 

At the point marked x in fig. 170 A, which corresponds with the 
future hind end of the embryo, and is placed on the equatorial line 
marking the junction of the large and small cells, there takes place 
a normal invagination, which gives rise solely to the hypoblast of 
the dorsal wall of the alimentary tract and to part of the dorsal meso- 
blast. The invaginated layer grows inwards from the point x along 
what becomes the dorsal side of the embryo ; and between it and the 
yolk-cells below is formed a slit-like space (fig. 170 B and C). This 
space is the mesenteron. It is even better shewn in fig. 171 re- 
presenting the process of invagination in Petromyzon. The point x in 
tig. 170 where epiblast, mesoblast and hypoblast are continuous, is 
homologous with the dorsal lip of the blastopore in Amphioxus. In 
the course of the invagination the segmentation cavity, as in Amphi- 
oxus, becomes obliterated. 

While the above invagination has been taking place, the epiblast 
cells have been simply growing in an epibolic fashion round the yolk ; 
and by the stage represented in fig. 170 C and D the exposed surface 
of yolk has become greatly diminished ; and an obvious blastopore is 
thus established. Along the line of the growth a layer of mesoblast 
cells (m'), continuous at the sides with the invaginated mesoblast layer, 
has become differentiated from the small cells (fig. 170 A) intermediate 
between the epiblast cells and the yolk. 

Owing to the nature of the above process of invagination the 
mesenteron is at first only provided with an epithelial wall on its 
dorsal side, its ventral wall being formed of yolk-cells (fig. 170). At 
a later period some of the yolk-cells become transformed into the epi- 
thelial cells of the ventral wall, while the remainder become enclosed 
in the alimentary cavity and employed as pabulum. The whole of 
the yolk-cells, after the separation of the mesoblast, are however 
morphologically part of the hypoblast. 

The final fate of the blastopore is nearly the same as in Amphi- 
<jxus. It gradually narrows, and the yolk-cells which at first plug it 
up disappear (fig. 170 C and D). The neural groove, which becomes 
formed on the dorsal surface of the embryo, is continued forwards 
from the point x in fig. 170 C. On the conversion of this groove 
into a canal the canal freely opens behind into the blastopore ; 
and a condition is reached in which the blastopore still opens to 
the exterior and also into the neural canal fig. 170 D. In a 
later stage (fig. 172) the external opening of the blastopore becomes 
closed by the medullary folds meeting behind it, but the p^sage 
connecting the neural and alimentary canals is left. There is one 
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small difference between the Frog and Amphioxus in the relation 
of the neural canal to the blastopore. In both types the medullary 
folds embrace and meet behind 


it, so til at it comes to oc- 
cupy a position at the hind 
extremity of the medullary 
groove. In Amphioxus the 
closure of the medullary folds 
commences behind, so that the 
external opening of the blas- 
topore is obliterated simul- 
taneously with the commenc- 
ing formation of the medullary 
canal ; but in the Frog the 
closure of the medullary folds 
commences anteriorly and pro- 
ceeds backwards, so that the 
obliteration of the external 
openhig of the blastopore is a 
late event in the formation of 
the medullary canal. 



HO II us. 


me. mesoblast; ylf. yolk-oells; al. alimen- 
tary tract; hi. blastopore; s.c. segmentation 
cavity. 


The anus is formed {vide fig. 172) some way in front of the 
blastopore, and a post- anal gut, continuous witli the neurenteric canal, 


is thus established. 


Both the post-anal gut 
and the neurenteric 
canal eventually dis- 
appear. pft 

The two other types 
classed above with the 
Amphibia, viz. Potro- 
myzon and Acipenscr, 
agree sufficiently close- 
ly with them to require 
no special mention ; but 

with reference to both Lonuitudinai. section thkough an ad- 

types it may be pointed vanceh emukyo of BoMinNArou. (After Gotte.) 
out that the ovum con- m. month; an. anus; 1. liver; ne. neurenteric canal ; 
tains relatively more tnc. medullary canal; ch. notochord; pn, pineal gland. 

food-yolk than that of 

the Amphibian type just described, and that this leads amongst other 
things to the lower layer cells extending up the sides of the segmen- 
tation cavity, and assisting in forming its roof. 

The next type to be considered is that of Elasmobranchii. The 
yolk in the ovum of these forms is enormously bulky, and the seg- 
mentation is in consequence a partial one. At first sight the 
differences between their development and that of Amphibia would 
appear to be very great. In order fully to bridge over the gulf 
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which separates them I have given three diagrammatic longituifinal 
sections of an ideal form intermediate between Amphibia and Elasmo- 
branchii, which differs however mainly from the latter in the smaller 
amount of food-yolk; and by their aid I trust it will be made 
clear that the differences between the Amphibia and Elasmobranchii 
are of an insignificant character. In fig. 174* A B C are represented 
three diagrammatic longitudinal sections of Elasmobranch embryos, 
and in fig. 173 ABC three longitudinal sections of tlie ideal inter- 
mediate form. The diagrams correspond with the Amphibian dia- 
grams already described (fig. 170). In the first stage figured there is 
present in all of these forms a segmentation cavity (sg) situated not 
centrally but near the surface of the egg. The roof of the cavity is 
thin, being composed in the Amphibian embryo of epiblast alone, and 
in the Elasmobranch of epiblast and lower layer cells. The floor of 
the cavity is formed of so-called yolk, which forms the main mass of 
the embryo. In Amphibia the yolk is segmented. In Elasmobranchii 
there is at first a layer of primitive hypoblast ceils separating the seg- 
mentation cavity from the yolk proper; this however soon disappears, 
and an unsegmented yolk with free nuclei fills the place of the seg- 
mented yolk of the Amphibia. The small cells at the sides of the 
segmentation cavity in Amphibia correspond exactly in function and 
position with the lower layer cells of the Elasmobranch blastoderm. 

The relation of the yolk to the blastoderm in the Elasmobranch 
embryo at this stage of development very well suits the view of its 
homology with the yolk-cells of the Amphibian embryo. The only 
essenti^ difference between the two embryos arises from the roof of 
the segmentation cavity being formed in the Elasmobranch embryo of 
lower layer cells, which are absent in the Amphibian embryo. This 
difference no doubt depends upon the greater quantity of yolk 
in the Elasmobranch ovum, and a similar distribution of the lower 
layer cells is found in Acipenser and in Petromyzon. 

In the next stage for the Elasmobranch (fig. 173 and 174 B) and 
for the Amphibian (fig. 170 C) or better siill Petromyzon (fig. 171) 
the agreement between the three types is again very close. For 
a small arc {x) of the edge of the blastoderm the epiblast and 
hypoblast become continuous, while at all other parts the epiblast, 
accompanied by lower layer cells, grows round the yolk or round the 
large cells which correspond to it. The yolk-cells of the Amphibian 
embryo form a comparatively small mass, and are therefore rapidly 
enveloped ; while in the case of the Elasmobranch embryo, owing to 
the greater mass of the yolk, the same process occupies a long period. 
The portion of the blastoderm, where epiblast and hypoblast become 
continuous, forms the dorsal lip of an opening — the blastopore — 
which leads into the alimentary cavity. This cavity has the same 
relation in all the three cases. It is lined dorsally by lower layer 
cells, and ventrally by yolk-cells or what corresponds with yolk-cells ; 
a large part of the ventral epithelium of the alimentary canal being 
in both cases eventually derived from the yolk. In Amphibia this 
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epithelium is formed directly from the existing cells^ while in Elasmo- 
branchii it is derived from cells formed around the nuclei of the yolk. 



Fki. 178 . Thkee diagrammatic longitudinal sections through an ideal type 

OF VeRTERUATE EM13RYO INTERMHDIATE IN THE MODE OF FORMATION OF ITS LAYERS 
RETWEEN Amphibia or Petromyzon and Elasmobranchii. 

s(j. segmentation cavity; ep. epiblast; m. mesoblast; hy. hypoblast; nc. neural 
canal ; al. mesenteron ; n. nuclei of the yolk. 

As in the earlier stage, so in the present one, the anatomical 
relations of the yolk to the blastoderm in the one case (Elasmo- 
branchii) are nearly identical with those of the yolk-cells to the 
blastoderm in the other (Amphibia). 

The main features in which the two embryos differ, during the 
stage under consideration, arise from the same cause as the solitary 
point of difference during the preceding stage. 

In Amphibia the alimentary cavity is formed coincidently with a 
true ingrowth of cells from the point where epiblast and hypoblast 
become continuous ; and from this ingrowth the dorsal wall of the 
alimentary cavity is formed. The same ingrowth causes the oblitera- 
tion of the segmentation cavity. 
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In Elasmobranchs, owing probably to the larger bulk of the lower 
layer cells, the primitive hypoblast cells arrange themselves in their 
final position during segmentation, and no room is left for a true 
invagination; but instead of this there is formed a simple space 
between the blastoderm and the yolk. The homology of this space 
with the primitive invagination cavity is nevertheless proved by the 
survival of a number of features belonging to .the ancestral condition 
in which a true invagination was present. Amongst the more im* 
portant of these are the following: — (1) The continuity of epiblast 
and hypoblast at the dorsal lip of the blastopore. (2) The continuous 
conversion of primitive hypoblast cells into permatient hypoblast, 
which gradually extends inwards towards the segmentation cavity, 
and exactly represents the course of the invagination whereby in 
Amphibia the dorsal wall of the alimentary cavity is formed. (3) The 
obliteration of the segmentation cavity during the period when the 
pseudo-invagination is occurring. 

In the next stage there appear more important differences be- 
tween the two types than in the preceding stages, though here again 
the points of resemblance predominate. 

Figs. 170 D and 174 0 represent longitudinal sections through 
embryos after the closure of the medullary canal. The neurenteric 
canal is established ; and in front and behind the epithelium of the 
ventral wall of the mesenteron has begun to be formed. 

The mesoblast is represented as having grown in between the 
medullary canal and the superjacent epiblast. 

There are at this stage two points in which the embryo Elasmo- 
branch differs from the corresponding Amphibian embryo. (1) In 
the formation of the neurenteric canal, there is no free passage leading 
into the mesenteron from the exterior as in Amphibia (fig. 170 D). 
(2) The whole yolk is not enclosed by the epiblast, and therefore 
part of the blastopore is still open. 

The difference between Amphibia and Elasmobranchii in the first 
of these points is due to the fact that in Elasmobranchii, as in 
Amphioxus, the neural canal becomes first closed behind ; and simul- 
taneously with its chjsure the lateral parts of the lips of the blasto- 
pore, which are continuous with the medulla.ry folds, meet together 
and shut in the hindmost part of the alimentary tract. 

The second point is of some importance for understanding the 
relations of the formation of the layers in the amniotic and the non- 
amniotic Vertebrates. Owing to its large size the whole of the yolk 
in Elasmobranchii is not enclosed by the epiblast at the time when 
the neurenteric canal is established ; in other words a small pos- 
terior and dorsal portion of the blastopore is shut off in the forma- 
tion of the neurenteric canal. The remaining ventral portion be- 
comes closed at a later period. Its closure takes place in a linear 
fashion, commencing at the hind end of the embryo, and proceeding 
apparently backwards ; though, as this part eventually becomes folded 
in to form the ventral wall of the embryo, the closure of it really 
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travels forwards. The process causes however the embryo to cease 
to lie at the edge of the blastoderm, and while situated at some 




Fig. 174. Diagkammatic longitudinal sections of an Elasmobuanch embryo. 

Epiblast without shading. Mesohlast black with clear outlines to the cells. Lower 
layer cells and hypoblast with simple shading. 

ep, epiblast; m. mesoblast; al. alimentaiy cavity; sg. segmentation cavity; RC. 
neural canal ; ch. notochord ; x. point where epiblast and hypoblast become continuous 
at the posterior end of the embryo; n. nuclei of yolk. 

A. Section of young blastoderm, with the segmentation cavity enclosed in the lower 
layer cells (primitive hypoblast). 

B. Older blastoderm with embryo in which hypoblast and mesoblast are distinctly 
formed, and in which the alimentary cavity has appeared. The segmentation cavity is 
still represented, though by this stage it has in reality disappeared. 

C. Older blastoderm with embryo in which the neural canal is formed, and is 
continuous posteriorly with the alimentary canal. The notochord, though shaded 
like mesoblast, belongs properly to the hypoblast. 

distance from the edge, to be connected with it by a linear streak, 
representing the coalesced lips of the blastopore. The above pro- 
cess is diagrarnmatically represented in fig. 175 B ; while as it actually 
occurs it is shewn in fig. 30, p. 52, The whole closure of the blasto- 
pore in Elasmobranchii is altogether unlike what takes place in 
Amphibia, where the blastopore remains as a circular opening which 
gradually narrows till it becomes completely enveloped in the 
medullary folds (fig. 175 A). 

On the formation of the neurenteric canal the body of the embryo 
Elasmobranch becomes gradually folded off from the yolk, which, 
owing to its great size, forms a large sack appended to the ventral 
side of the body. The part of the aomatopleure, which grows round 
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it, is to be regarded as a modified portion of the ventral wall of the 
body. The splanchnopleure also envelopes it, so that, morphologically 
speaking, the yolk lies within the mesenteron. 

The Teleostei, so far as the first formation, of the layers is concerned, 
resemble in all essential features the Elasmobranchii, but the neuren- 
teric canal is apparently not developed (?), owing to the obliteration 
of the neural canal; and the roof of the segmentation cavity is formed 
of epiblast only. 

In the preceding pages I have attempted to shew that the Am- 
phibia, Acipenser, Petromyzon, the Elasmobranchii and the Teleostei 
agree very closely in the mode of formation of the gastrula. The 
unsymmetrical gastrula or pseudo-gastrula which is common to them 
all is, I believe, to be explained by the form of the vertebrate body. 
In Amphioxus, where the small amount of food-yolk present is distri- 
buted uniformly, there is no reason why the invagination and resulting 
gastrula should not be symmetrical. In true Vertebrates, where more 
food-yolk is present, the shape and structure of the body render it 
necessary for the food-yolk to be stored away on the ventral side of 
the alimentary canal. It is this fact which causes the asymmetry of 
the gastrula, since it is not possible for the part of the ovum, which 
will become the ventral wall of the alimentary tract, and w^hich is 
loaded with food-yolk, to be invaginated in the same fashion as the 
dorsal wall. 

Sauropsida. The comparison of the different types of the Ichthy- 
opsida is lairly simple, but the comparison of the Sauropsida with the 
Ichthyopsida is a far more difficult matter. In all the Sauropsida there 
is a large food-yolk, and the segmentation agrees closely with that 
in the Elasmobranchii. It might have been anticipated that the 
resemblance would continue in the subsequent development. This 
however is far from being the case. The medullary plate, instead of 
lying at the edge of the blastoderm, lies in the centre, and its forma- 
tion is preceded by that of a peculiar structure, the primitive streak, 
which, on the formation of the medullary plate, is found to lie at the 
hinder end of the latter and to connect it with the edge of the blasto- 
derm. 

The possibility of a comparison between the Sauropsida and 
the Elasmobranchii depends upon the explanation being possible of 
(1) the position of the embryo near the centre of the blastoderm, 
and (2) the nature of the primitive streak. 

The answers to these two questions are, according to my view, 
intimately bound together. 

I consider that the embryos of the Sauropsida have come to occupy 
a central position in the blastoderm owing to the abbreviation of a pro- 
cess similar to that by which, in Elasmobranchii, the embryo is removed 
from the edge of the blastoderm; and that the primitive streak repre- 
sents the linear streak connecting the Elasmobranch embryo with the 
edge of the blastoderm after it has become removed from its previous 
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peripheral position, as well as the true neurenteric part of the Elas- 
luobranch blast()|)<)i 



r’Ki. IIT). J^iAc.nA^yrs ii-iA sruAiiNd thk poshion or thk BLASTorouK, and Tnr: kkdation 
or I'JIE K.MIUIYO TO THE YOMv IN VAUIOUS MKllOBLASTIC VeRTKBKATK OVA. 

A. Type of Frog. 13. Elasmobraiich type. C. Amniotic Vertebrate. 
wd;. medullary plate; ne. neurenteric canal; bl. portion of blastopore adjoining the 
neurenteric canal. In B this part of the blastopore is formed by the edges of the blas- 
toderm meeting and forming a linear streak beliind the embryo; and in C it forms the 
structure known as the primitive streak. ?/A-. part of the yolk not yet enclosed by 
the blastoderm. 


This view of the nature of the primitive streak, which is 
diagram matically illustrated in fig. 175, will be rendered more clear 
by a brief review of tlie early developmental processes in the 
Sauropsida. 

After segmentation the blastoderm becomes divided, ms in Elasmo- 
braiichii, into two layers. It is doubtful whether there is any true 
representative of the segmentation cavity. The first structure to 
appear in the blastoderm is a linear streak placed at the hind end of 
the blastoderm, known as the primitive streak (hgs. 175 C, W and i7b 
pr). At the front end of the ])riniitive streak the epiblast and hypo- 
blast become continuous, just as they do at the dorsal lip of the 
blastopore in Elasmobraiichii. Continued back from this point is a 
streak of fused mesoblast and epiblast to the under side of which a 
linear thin layer of hypoblast is more or less definitely attached. 

A further structure, best developed in the Lace rt ilia, appears in 
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the form of a circular passage perforating the blastoderm at the 
front end of the primitive streak (fig. 176 m). This passage is 
bounded anteriorly by the layer of cells forming the continuation of 
the hypoblast into the epiblast. 

In the next stage the medullary plate becomes formed in front of 
the primitive streak (fig. 175 C), and the medullary folds are continued 
backwards so as to enclose the upper opening of the passage through 
the blastoderm. On the closure of the medullary canal (fig. 177) this 
passage leads from the medullary canal into the alimentary tract, and 
is therefore the neurenteric canal ; and a post-anal gut also becomes 
formed. The latter part of the above description applies especially to 
the Lizard : but in Chelonia and most Birds distinct remnants Cvide 
pp. 135 and 136) of the neurenteric canal are developed. 

On the hypothesis that the Sauropsidan embryos have come to 
occupy their central position, owing to an abbreviation of a process 
analogous to the linear closing of the blastopore behind the embryos 
of Elasmobranchii, all the appearances above described receive a satis- 
factory explanation. The passage at the front end of the primitive 
streak is the dorsal part of the blastopore, which in Elasmobranchii 
becomes converted into tKe neurenteric canal. The remainder of the 
primitive streak represents, in a rudimentary form, the linear streak in 
Elasmobranchii, formed by the coalesced edges of the blastoderm, 
which connects the hinder end of the embryo with the still open yolk 
blastopore. That it is in later stages not continued to the edge of the 
blastoderm, as in Elasmobranchii, is due to its being a rudimentary 
organ. The more or less complete fusion of the layers in the primitive 
streak is simply to be explained by this structure representing the 
coalesced edges of the blastopore ; and the growth outwards from it 
of the mesoblast is probably a remnant of a primitive dorsal in- 
vagination of the mesoblast and hypoblast like that in the Frog. 

PP 


Fio. 176 . Diagrammatic longitudinal section of an embryo of Lacerta. 
body-cayity ; am. amnion; ne. neurenteric canal; ch. netoebord; hy. hypoblast; 

epiblast ; pr. primitive streak. In the primitive streak all the layers are partially 
fused. 

The final enclosure of the yolk in the Sauropsida takes place at 
the pole of the yolk-sack opposite the embryo, so that the blastopore 
is formed of three parts, (1) the neurenteric canal, (2) the primi- 
tive streak behind this, (3) the blastopore at the pole of the yolk- 
sack opposite the embryo. 

Hammalia. The features of the development of the placental 
Mammalia receive their most satisfactory explanation on the hypo- 
thesis that their ancestors were provided with a large-yolked ovum 




COMPARISON OF THE GERMINAL LAYERS. 


241 


like that of the Sauropsida. The food-yolk must be supposed to have 
ceased to be de- 


veloped on the es- 
tablishment of a 
maternal nutrition 
through the uterus. 

On this hypo- 
thesis all the de- 
velopmental phe- 
nomena subse- 
quently to the for- 
mation of the blas- 
todermic vesicle re- 
ceive a satisfactory 
explanation. 

The whole of 


ctm 



m e 


Fig. 177 . Diagrammatic longitudinal section through 

THE POSTERIOR END OF AN EMBRYO BiRD AT THE TIME OF 
THE FORMATION OP THE AlLANTOIS. 


the blastodermic 
vesicle, except the 
embryonic area, re- 
presents the yolk- 
sack, and the 


e/p. epiblast; Hpx. spinal canal; ch. notochord; n.e. 
neureuteric canal; hy. hypoblast; p.a.y. postanal gut; pr. 
remains of primitive streak folded in on the ventral side; 
al. allantois; ine. mesoblast; an. point where anus will be 
formed; p.c. perivisceral cavity; am. amnion; so. somato- 
pleure; sp. splanchnopleure. 


growth of the hy- 
poblast and then of the mesoblast round its inner wall represents the 
corresponding growths in the Sauropsida. As in the Sauropsida it 
becomes constricted off from the embryo, and the splanchnopleuric 
stalk of the sack opens into the ileum in the usual way. 

In the formation of the embryo out of the embryonic area the 
phenomena which distinguish the Sauropsida from the Ichthyop- 
sida are repeated. The embryo lies in the centre of the area ; and 
before it is formed there appears a primitive streak, from which there 
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grows out the greater part of the mesoblast. At the front end of the 
primitive streak the hypoblast and epiblast become continuous, 
though a perforated neurenteric blastopore has not yet been detected. 

^1 these Sauropsidan features are so obvious that they need not 
be insisted on further. The embryonic evidence of the common origin 
of Mammalia and Sauropsida, both as concerns the formation of the 
layers and of the embryonic membranes, is as clear as it can be. 
The only difficulty about the early development of Mammalia is 
presented by the epibolic gastrula and the formation of the blasto- 
dermic vesicle (figs. 178 and 179). That the segmentation is a com- 
plete one is no doubt a direct consequence of the reduction of the 
food-yolk, but the growth of the epiblast cells round the hypoblast 

and the final enclosure of 
the latter, which I have 
spoken of as giving rise to 
the epibolic gastrula, are 
not so easily explained. 

It might have been 
\ supposed that this process 
was equivalent to the 
growth of the blastoderm 
round the yolk in the 
Sauropsida, but then the 
blastopore ought to be 
situated at the pole of the 
egg opposite to the em- 
bryonic area, while, accord- 
ing to Van Beneden, the 
embryonic area corresponds 
approximately to the blas- 



Pio. 179. Rabbit’s ovum between 70 — 90 
HOUBS afteb IMPBEONATION. (After E. van 
Beneden.) 

&v. cavity of blastodermic vesicle (yolk-sack) ; 
ep, epiblast; hy, primitive hypoblast; Zp, mu- 
cous envelope. 


topore. 

Van Beneden regards 
the Mammalian blastopore 
as equivalent to that in 
the Amphibia, but if the 


position previously adopted 
about the primitive streak is to be maintained, Van Beneden's view 
must be abandoned. No satisfactory phylogenetic explanation of the 
Mammalian gastrula by epibole has in ray opinion as yet been offered. 
The formation of the blastodermic vesicle may perhaps be ex- 

E lained on the view that in the Proto-mammalia the yolk-sack was 
irge, and that its blood-vessels took the place of the placenta 
of higher forms. On this view a reduction in the bulk of the ovarian 
ovum might easily have taken place at the same time that the 
presence of a large yolk-sack was still necessary for the purpose of 
affording surface of contact with the utenis. 
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The formation of the Mesoblast and of the Notochord. 

AmpMoxas. The mesoblast originates in Amphioxus, as in several 
primitive invertebrate tyj^es, from a pair of lateral diverticula, con- 
stricted off from the archenteron (fig. 180). Their formation com- 
mences at the front end of the body and is thence carried backwards, 
and each diverticulum contains a prolongation of the cavity of the 
archenteron. After their separation from the archenteron the dorsal 


Fio. 180. Sections of an Amphioxus embryo at three stages. (After Kowalevsky.) 

A. Section at gastrula stage. 

B. Section of an embryo slightly younger than that represented in fig. 169 I). 

C. Section through the anterior part of an embryo at the stage represented in 
fig. 169 E. 

np. neural plate ; nc, neural canal ; mes. archenteron in A and B, and mesenterou 
inC; ch. notochord; so. mesoblastic somite, 

parts of these diverticula become divided by transverse septa into 
successive somites, the cavities of which eventually disappear ; while 
the walls become mainly converted into the muscle-plates, but also 
into the tissue around the notochord which corresponds with the 
vertebral tissue of the higher Chordata. 

The ventral part of each diverticulum, which is prolonged so as to 
meet its fellow in the middle ventral line, does not become divided 
into somites, but contains a continuous cavity, which becomes the 
body cavity of the adult. The inner 
layer of this part forms the splanchnic 
mesoblast, and the outer layer the so- 
matic mesoblast. 

The notochord would almost appear 
to arise as a third median and dorsal 
diverticulum of the archenteron (fig. 180 
ch). At any rate it arises as a central 
fold of the wall of this cavity, which is 
gradually constricted off from before 
backwards. 

Urochorda. In simple Ascidians 
the above processes undergo a slight 
modification, which is mainly due (1) to 
a general simplification of the organiza- 
tion, and (2) to the non-continuation of 
the notochord into the trunk. 


n.^ 


me 


aV 

Fig. 181. Transverse optical 

SECTION OF THE TAIL OF AN EM- 
BRYO OF Phallusia MAMMILLATA. 
(After Kowalevsky.) 

The section is from an embrj o 
of the same age as fig. 8 iv. 

ch. notochord; n.c. neural 
canal; me. mesoblast; aV. hypo- 
blast of tail. 
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MJi:S0m.AS7^ AND NOTOCHORD, 


Tlio wli()l(‘ (lorsnl wall of the posterior part of tho archonteron is 
ronv(*rt(‘(l into tla* notorhord (fig. 181 c/z), and the latiaal walls into 
the niesohlast ; so that the original lumen of thi‘ posti'rior ]>a.rt 
of the archenteron ceases to be bounded by hypoblast cells, and dis- 
a])iK'ars as such. Part of the ventral wall remains as a solid cord of 
cells {(d ). The anterioi* ])art of the archenteron in front of the 
notochord passes wholly into th(‘ [ua'inanent alimentary tract. 

Tile, derivation of the nH‘Sol)last from tlK‘ lateral walls of the 
])osterior part of the archonteron is cl<‘arly conqiarable with the 
analogous proce'ss in Anijihioxns. 

Vertebrata. In turning from Amphioxns to the true Vertebrata 
we find no form in which diverticula of the* primitive alimentary 
tract givi‘ rise to the mesoblast. There is reason to think that the 
type iireseiited by the Elasmobranchii in the formation of the meso- 
blast is as primitiv(‘ as that of any other group. In this group the 

mesoblast is formed, nearly coin- 
cidently with the hypoblast of 
the dorsal wall of the mesenteron, 
as two lat(‘ral sheets, one on each 
side of the middle line (fig. 182 
lu). These two sheets are at first 
solid masses ; and their differen- 
tiation commences in front and 
is continued backwards. After 




FlO. 182. Two TU VNSVEllSK SKCTIONK 
AN EMBRYO PrISTIURUS Ot THE SAME AOK 
FIG. 17. 

A. Anterior section. 

B. Posterior section. 


their formation the notochord 
arises from the axial portion of 
the hypoblast (which had no 
share in giving rise to the two 
mesoblast plates) as a solid 
thickening (fig. 183 cA'), which 
OF is sc])arated from it as a circular 
rod. Its differentiation, like that 
of the mesoblastic plates, com- 
mences in front. The mesoblast 


wi/jr, medullary groove ; e/). epiblast; /«/. plates subsequently become di- 
hypoblast; n.(iL cells formed round the vided for their whole length into 
nuclei of the yolk which have entered the « 

hypoblast; m. mesoblast. Oetwoen which a 

Tlio sections shew the origin of the developed (fig. 184). 

mesoblast. The dorsal parts of the plates 

become divided by transverse 
partitions into somites, ;ind the.>.e somites with th(‘i]- (MintaiiUMl cavities 
are next separated from tlie more ventral ]>arts of the plates (fig. 
185 nqi). In the somites the cavities become eventually obliterated, 
and from their inner sides plates of tissue for the vertebral bodies 


(fig. J 8(5 Fv) are scjiarated ; while the outer parts, consisting of two 
sheets, containing the remains of the (*riginal cavit y, form the muscle- 
pi at(‘s (mp). 

The undivided ventral ])ortion gives rise to the general somatic 
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and splanclinic mesoblast 
(fig. 185), and the cavity 
between its two layers con- 
stitutes the body cavity. 
The originally separate 
halves of the body cavity 
eventually meet and unite 
in the ventral median line 
throughout the greater 
part of the body, though 
in the tail they remain 
distinct and are finally ob- 
literated. Dorsally they 
are separated by the me- 
sentery. From the ineso- 
blast at the junction of the 
dorsal and ventral parts 
of the primitive plates is 
formed the urinogenital 
system. 

That the above mode 
of origin of the mesoblast 
and notochord is to be re- 
garded as a modification 
of that observable in Am- 
phioxus seems probable 
from the following con- 
siderations : — 

In the first place, the 
mesoblast is split off* from 
the hypoblast not as a 
single mass but as a pair 
of distinct masses, com-, 
parable with the paired 
diverticula in Ampliioxiis. 
Secondly, the body cavity, 
when it appears in the 
mesoblast plates, does not 
arise as a single cavity^ hut 
as a pair of cavities, one 
for each plate of mesoblast ; 
and these cavities remain 
permanently distinct in 
some parts of the body, 
and nowhere unite till a 
comparatively late period. 
Thirdly, the primitive body 
cavity of the embryo is 



Fia. 183. ThbI'^e sections ok a Pbistiukus 

EMBRYO SLIGHTLY OLDER TUAN FIG. 28 J3. 

The sections shew tlie development of the noto- 
chord. 

Gh. notochord; Ch'. developing notochord; wu/. 
medullary groove; Ip. lateral plate of mesoblast; 
ep. cpiblast; hy. hypoblast. 



Fig. 184. Tuansvebhe section TnRou(V)[ the 
TAIL-REGION OF A PiilSTIURUS EMBRYO OF THE SAME 
AGE AS FIG. 28 E. 

dt\ dorsal fin ; Rp.c. spinal cord ; pp. body- 
cavity ; up. splanchnic layer of mcsoldast ; so. 
somatic layer of mesoblast; mp'. coniniciiciug dif- 
ferentiation of muscles ; cli. notochord ; .r. sub- 
notochordal rod arising as an outgrowth of the 
dorsal wall of the alimentary tract; al. alimentary 
tract. 
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MESOBLAST AND NOVOCUOUD. 




not confined to the region in which a 
body cavity exists in the adult, hut ex- 
tends to the Slum nit of the miiscle-plateSy 
at first separating jiarts which become 
coniph‘tely fused in the adult to form 
the great lateral muscles of the body. 

It is difficult to understand how the 
body cavity could thus extend into the 
muscle-plates on the supposition that it 
represents a primitive split in the meso- 
blast between the wall of the gut and 
the body- wall ; but its extension to this 
part is ([uite intelligible, on the hypo- 
thesis that it re])resents the cavities of 
two diverticula of the alimentary tract, 
from the muscular walls of which the 
voluntary muscular system has been de- 
rived ; and it may 1^3 pointed out that 
the derivation of part of the muscular 
system h om what is apparently splanch- 
nic mesoblast is easily explained (ni 
the above hypothesis, but not, so far as 
I see, on any other. 

Such are the main features, presented 
by the mesoblast in Elasmobranchii, 
which favour the view of its having 
origiiially formed the walls of the ali- 
mentary diverticula. Against this view 
of its nature are the facts (1) of the 
mesoblast plates being at first solid, and 
(2j of the body cavity as a con- 
sequence of this never commu- 
nicating with the alimentary 
canal. These points, in view of 
our knowledge of embryological 
modifications, cannot be regard- 
ed as great difficulties in my 
hy]>()thesis. We have many ex- 
aiii[)tes of organs, which, though 


r'lG, TR-jT Hkction rjiRoraH 
THE TItlINK OF A BCYLLICM KMIHIYO 
SlJHIfir.Y YOUmJEIt THAN 28 F. 

Spinal canal; JV. white 
matter of spinal cord; 2)r, poste- 
rior nerve-roots; eh. notochord; 
X. sub-notochordal rod; ao. aorta; 
mj). muscle-plate ; mjD inner layer 
of muscle-plate already converted 
into muscles ; Fr. rudiment of 
vertebral body; st, segmental 
tube; nd. segmental duct; sp.v. 
spiral valve; r. subintestinal vein ; 
p.o. primitive generative cells. 


in most cases arising as involu- 
tions, yet appear in other cases 
as solid ingrowths. Such ex- 
am ph^s are afforded by the optic 
v<‘su-jc, auditory vesicle, and 
probably also by the central nca*- 
vous system of Osseous Fisljcs. 
Iti most Vertebrates these or- 
gaais ar(' foriricd as hollow in- 


FlO. 18G. HoRI/ONTO- SElTTON NUlornU 

THE TRONK OF AN KMIUOU OF SCYLLHiH CON- 
SIDERABLY YOUNOEK THAN 28 F. 

The section is taken at the level of the 
notochord, and shows the separation of the 
cells to form Uie vertebral bodies from the 
mii'-ele-plates. 

eh. Hotoeliord; ep. e])il)lust; IV. rudiment 
of v(‘rtobral body; rnj). muscle-plate; nip'. 
])ortion of muscle-plate already differ entiated 
into longitudinal rnuseles. 
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volutions from the exterior; in Osseous Fishes, however, as solid 
involutions, in which a cavity is secondarily established. 

There are strong grounds for thinking that in all Vertebrates the 
mesoblast plates on each side of the notochord originate independ- 
ently, much as in Elasmobranchii, and that the notochord is derived 
from the axial hypoblast; but there are some difficulties in the appli- 
cation of this general statement to all cases. In Amphibia, Ganoids, 
and Petromyzon, where the dorsal hypoblast is formed by a process 
of invagination as in Amphioxus, the dorsal mesoblast also owes its 
origin to this invagination, in that the indifferent invaginated layer 
becomes divided into hypoblast and mesoblast. Amongst these forms 
the mesoblast sheet, when separated from the hypoblast, is certainly 
not continuous across the middle line in Petromyzon (Calberla) and 
the Newt (Scott and Osborn), and doubtfully so in the other forms. 
It arises, in fact, as in Elasmobranchii, as two independent plates. 
The fact of these plates originating from an invaginated layer can 
only be regarded in the light of an approximation to the primitive 
type found in Amphioxus. 

In Petromyzon and the Newt the whole axial plate of dorsal 
hypoblast becomes separated off from the rest of the hypoblast as the 
notochord, and this mode of origin for the notochord resembles more 
closely that in Amphioxus than the mode of origin in Elasmobranchii. 

In Teleostei, there is reason to think that the processes in the 
formation of the mesoblast accord closely with what has been de- 
scribed as typical for the Ichthyopsida, but there are still some points 
involved in obscurity. 

Leaving the Ichthyopsida, we may pass to the consideration of 
the Sauropsida and Mammalia. In both of these types there is evi- 
dence to shew that a part of the mesoblast is formed in situ at 
the same time as tlie hypoblast, from the lower strata of segmen- 
tation spheres. This mesoblast is absent in the front part of the 
area pellucida, and on the formation of the primitive streak (blasto- 
pore), an outgrowth of mesoblast arises from it as in Amphibia, etc. 
From this region the mesoblast spreads as a continuous sheet to the 
sides and posterior part of the blastoderm. In the region of the embryo. 




Fio. 187 . Tkansverse section through an embryo Rabbit of eight days. 
ep. epiblast; vie. mesoblast; hy. hypoblast; 7ng. medullary groove. 


its exact behaviour has not in some cases been quite satisfactorily made 
out. There are reasons for thinking that it appears as two sheets 
not united in the axial line in both Lacertilia (fig. 126) and Mammalia 
(fig. 187), and this to some extent holds true for Aves {vide p. 130). 
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In Lacertilia (iig. 188) and Mammalia, the axial hypoblast becomes 
wholly converted into the notochord, which at the posterior end of 
the body is continued into the epiblast at the dorsal lip of the 
blastopore ; while in Birds the notochord is formed by a very similar 
(fig. 189 ch) process. 



Fio. 18S. Diagrammatic longitudinal section through an embryo Lizard to shew 

THE RELATIONS OE THE NEUBENTEHIC CANAL {lie) AND OF THE PRIMITIVE STREAK (pr). 

am. amnion; ep. epiblast; hy. hypoblast; ch. notochord; pp. body cavity; ne. 
neurenteric canal; pr. primitive streak. 

The above processes in the formation of the mesoblast are for the 
most part easily explained by a comparison with the lower types. 
The outgrowth of the mesobla.st from the sides of the primitive 
streak is a rudiment of the dorsal invagination of hypoblast and 
mesoblast found in Amphibia ; and the apparent outgrowth of the 
mesoblast from the epiblast in the primitive streak is no more to be 
taken as a proof of the epiblastic origin of the mesoblast, than the 
continuity of the epiblast with the invaginated hypoblast and meso- 



Fig. 189. Transverse section through the embryonic region of the blastoderm 

OF A Chick at the time of the formation of the notochord, but before the 

APPEARANCE OF THE MEDULLARY GROOVE. 

ep. epiblast; hy. hypoblast; ch. notochord; me. mesoblast; n. nuclei in the yolk 
of the germinal wall yk. 

blast at the lips of the blastopore in the Frog of the derivation of 
these layers from the epiblast in this type. 

The division of the mesoblast into two plates along the dorsal 
line of the embryo, and the formation of the notochord from the 
axial hypoblast, are intelligible without further explanation. The 
appearance of part of the mesoblast before the formation of the 
primitive streak is a process of the same nature as the differenti- 
ation of hypoblast and mesoblast in Elasmobranchii without an 
invagination. 
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111 the Sauropsida, some of the mesoblast of the vascular area would 
appear to be formed in situ out of the germinal wall, by a process of 
cell-formation similar to that which takes place in the yolk adjoining 
the blastoderm in Elasmobranchii and Teleostei, The mesoblast so 
formed is to be compared with that which arises on the ventral side 
of the embryo in the Frog, by a direct differentiation of the yolk-cells. 

What was stated for the Elasmobranchii with reference to the 
general fate of the mesoblast holds approximately for all the other 
forms. 


The Epihlast. 

The epiblast in a large number of Chordata arises as a single 
row of more or less columnar cells. Since the epidermis, into which 
it becomes converted, is formed of two more or less distinct strata in 
ail Chordata except Amphioxus and Ascidians, the primitive row of 
epiblast cells, when single, necessarily becomes divided in the course 
of development into two layers. 

In some of the Vertebrata, viz. the Anurous Amphibia, Tele- 
ostei, Acipenser, and Lepidosteus, the epiblast is from the first 
formed of two distinct strata. The upper of these, formed of a single 
row of cells, is known as the epidermic stratum, and the lower, formed 
of several rows, as the nervous stratum. In these cases the two 
original strata of the epiblast are equivalent to those which appear at 
a later period in the other forms. Thus Vertebrates may be divided 
into groups according to the primitive condition of their epiblast, viz. 
a larger group with but a single stratum of cells at first; and a 
smaller group with two strata. 

While there is no great difficulty in determining the equivalent 
parts of the epidermis in these two groups, it still remains an open 
question in which of them the epiblast retains its primitive condition. 

Though it is not easy to bring conclusive proofs on the one side 
or the other, the balance of argument appears to me to be decidedly 
in favour of regarding the condition of the epiblast in the larger 
group as primitive, and its condition in the smaller group as 
secondary, and due to the throwing back of the differentiation of 
the epiblast to a very early period of development. 

In favour of this view may be urged (1) the fact that the simple 
condition is retained in Amphioxus through life. (2) The correlation 
in Amphibia, and the other forms belonging to this group, between 
a closed auditory pit and the early division of the epiblast into two 
strata ; there being no doubt that the auditory pit was at first per- 
manently open, a condition of the epiblast which necessitates its 
never having an external opening must clearly be secondary. (3) It 
appears more likely that a particular genetic feature should be thrown 
back in development, than that such an important feature, as a 
distinction between two primary layers, should be absolutely lost 
during an early period of development, and then re-appear in later 
stages. 
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THE CENTRAL NERVOUS SYSTEM. 


The fact of the epiblast of the neural canal being divided, like 
the remainder of the layer, into nervous and epidermic parts, cannot, 
I think, be used as an argument in favour of the opposite view to 
that here maintained. It seems probable that the central canal of 
the nervous system arose phylogenetically as an involution from the 
exterior, and that the epidermis lining it is merely part of the 
original epidermis, which has retained its primitive structure as a 
simple stratum, but is naturally distinguishable from the nervous 
structures adjacent to it. 

Where the epiblast is divided at an early period into two strata, 
the nervous stratum is always the active one, and takes the main 
share in forming all the organs derived from the layer. 

Formation of the central nervous system. In all Chordata an 
axial strip of the dorsal epiblast, extending from the lip of the 
blastopore to the anterior extremity of the head, and known as the 



Fio. 190. Sections of an Amphioxus embryo at three stages. (After Kowalevsky.) 

A. Section at gastrula stage. 

B. Section of an embryo slightly younger than that represented in fig. 169 D. 

C. Section through the anterior part of an embryo at the stage represented in 
fig. 169 E. 

np. neural plate; nc. neural canal; men. archenteron in A and B, and mesenteron 
in C ; ch. notochord ; so. mesoblastic somite. 

medullary plate, becomes isolated from the remainder of the layer to 
give rise to the central nervous axis. 

According to the manner in which this takes place, three types 
may, however, be distinguished. In Amphioxus the axial strip be- 
comes first detached from the adjoining epiblast, w^hich then meets 
and forms a continuous layer above it (fig. 190 A and B np). The 
sides of the medullary plate, which is thus shut off from the surface, 
bend over and meet so as to convert the plate into a canal (fig. 190 C 
nc). In the second and ordinary type the sides of the medullary 
plate fold over and meet so as to form a canal before the plate 
becomes isolated from the external epiblast. 

The third type is characteristic of Lepidosteus, Teleostei, and 
Petromyzon. Here the axial plate becomes narrowed in such a 
way that it forms a solid keel-like projection towards the ventral 
surface (fig. 191 Me). This keel subsequently becomes separated 
from the remainder of the epidermis, and a central canal is after- 
wards developed in it. Calberla and Scott hold that the epidermic 
layer of the «kin is involuted into this keel in Petromyzon, and 
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Calberla maintains the same view for Teleostei (fig. 32), but further 
observations on this subject are required. In the Teleostei a very 
shallow depression along the axis of the keel is the only indication of 
the medullary groove of other forms. 

In Amphioxus (fig. 180), the Tunicata, Petromyzon (?), Elasmo- 
branchii (fig. 182), the Urodelaand Mammalia (fig. 187), the epiblast 
of the medullary plate is only formed of a single row of cells at the 
time when the formation of the central nervous system commences ; 
but, except in Amphioxus and the Tunicata, it becomes several cells 
deep before the completion of the process. In other types the epi- 
blast is several cells deep even before the differentiation of a medul- 
lary plate. In the Anura, the nervous layer of the epidermis alone 



Fio. 191. , Section THRouon an embryo of Lepidosteus on the fifth day 

AFTER IMPREGNATION. 

MC. medullary cord; Ep. epiblast; Me. mesoblastj hy. hypoblast; Ch. notochord. 


is thickened in the formation of the central nervous system (fig. 72) ; 
and after the closure of the medullary canal, the epidermic layer fuses 
for a period with the nervous layer, though on the subsequent for- 
mation of the central epithelium of the nervous canal, there can be 
little doubt that it becomes again distinct. 

It seems almost certaiii that the formation of the central nervous 
system from a solid keel-like thickening of the epidermis is a derived 
and secondary mode ; and that the folding of the medullary plate into 
a canal is primitive. Apart from its greater frequency the latter 
mode of formation of the central nervous system is shewn to be 
the primitive type by the fact that it offers a simple explanation of 
the presence of the central canal of the nervous system ; while the 
existence of such a canal cannot easily be explained on the assumption 
that the central nervous system was originally developed as a keel- 
like thickening of the epiblast. 

It is remarkable that the primitive medullary plate rarely ex- 
hibits any indication of being formed of two symmetrical halves. Such 
indications are, however, found in the Amphibia (fig. 192 and fig. 
72) ; and, since in the adult state the nervous cord exhibits nearly as 
distinct traces of being formed of two united strands as does the 
ventral nerve-cord of many Chsetopods, it is quite possible that the 


252 ORGANS DERIVND FROM THE GERMINAL LAYERS. 


structure of the medullary plate in Amphibia may be more primitive 
than that in other types \ 

Formation of the organs of special sense. The more important 
parts of the organs of smell, sight, and hearing are derived from the 

epiblast; and it has been as- 
serted that the olfactory pit, 
optic vesicles and auditory 
pit take their origin from a 
special sense plate, continuous 
at first with this medullary 
plate. In my opinion this 
view cannot be maintained. 

In the case of the group 
of forms in which the epiblast 
is early divided into nervous 
and epidermic layers, the 
former layer alone becomes 
involuted in the formation 
of the auditory pit and the 
lens, the external openings 
of which are never developed, 
while it is also mainly con- 
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Fio. 192. Tbansverse section through the 

CEPHALIC REGION OF A YOUNG NkWT EMBRYO. 

(After Scott and Osborn.) 

In.hv. invaginated hypoblast, the dorsal part 
of which will form the notochord; ep, epiblast 
of neural plate; sp, splanchnopleure ; al. ali- 
mentary tract; yk. and Yhy. yolk-cells. 


cerned in the formation of the olfactory pit. 


Summary of the more important Organs derived from the three ger- 
minal layers. 

The epiblast primarily gives origin to two very important parts of 
the body, viz, the central nervous system and the epidermis. 

It is from the involuted epiblast of the neural tube that the 
whole of the grey and white matter of the brain and spinal cord 
appear to be developed, the simple columnar cells of the epiblast 
being directly transformed into the characteristic multipolar nerve 
cells. The whole of the sympathetic nervous system and the peri- 
pheral nervous elements of the body, including both the spinal and 
the cranial nerves and ganglia, are epiblastic in origin. 

The epithelium (ciliated in the young animal) lining the canalis 
centralis of the spinal cord, together with that lining the ventricles 
of the brain, is the undifferentiated remnant of the primitive 
epiblast. 

The epiblast also forms the epidermis ; not however the dermis, 
which is of mesoblastic origin. The line of junction between the 

1 A parallel to the unpaired medullary plate of most Chordata is supplied by the 
embryologieally unpaired ventral cord of most Gephyrea and some Crustacea. In these 
forms there can be little doubt that the ventral cord has arisen from the fusion of 
two originally independent strands, so that it is not an extremely improbable hypothesis 
to suppose that the same may have been the case in the Chordata. 
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epiblast and the mesoblast coincides with that between the epi- 
dermis and the dermis. From the epiblast are formed all such 
tegumentary organs or parts of organs as are epidermic in nature. 

In addition to the above, the epiblast plays an important part in 
the formation of the organs of special sense. 

According to their mode of formation, these organs may be 
arranged into two divisions. In the first come the organs where 
the sensory expansion is derived from the involuted epiblast of the 
medullary canal. To this class belongs the retina, including the 
pigment epithelium of the choroid, which is formed from the original 
optic vesicle budded out from the fore-brain. 

To the second class belong the epithelial expansions of the 
membranous labyrinth of the ear, and the cavity of the nose, which 
are formed by an involution of the epiblast covering the external 
surface of the embryo. These accordingly have no primary connec- 
tion with the brain. ‘Taste bulbs* and other terminal nervous organs, 
such as those of the lateral line in fishes, are also structures formed 
from the external epiblast. 

In addition to these we have the crystalline lens formed of invo- 
luted epiblast as well as the cavity of the mouth and anus, and the 
glands derived from them. The pituitary body is also epiblastic in 
origin. 

From the hypoblast are derived the epithelium of the digestive 
canal, the epithelium of the trachea, bronchial tubes and air cells, 
the cylindrical epithelium of the ducts of the liver, pancreas, thyroid 
body, and other glands of the alimentary canal, as well as the 
hepatic cells constituting the parenchyma of the liver, developed 
from the hypoblast cylinders given off around the primary hepatic 
diverticula. 

Homologous probably with the hepatic cells, and equally of hypo- 
blastic origin, are the spheroidal ‘secreting cells* of the pancreas and 
other glands. The epithelium of the salivary glands, though these so 
closely resemble the pancreas, is probably of epiblastic origin, inas- 
much as the cavity of the mouth is entirely lined by epiblast. 

The hypoblast also lines the allantois. To these parts must be 
added the notochord and subnotochordal rod. From the mesoblast 
are formed all the remaining parts of the body. The muscles, the 
bones, the connective tissue and the vessels, both arteries, veins, 
capillaries and lymphatics with their appropriate epithelium, are 
entirely formed from the mesoblast. 

The generative and urinary organs are entirely derived from the 
mesoblast. It is worthy of notice that the epithelium of the urinary 
glands, though resembling the hypoblastic epithelium of the alimen- 
tary canal, is undoubtedly mesoblastic. 

From the mesoblast are lastly derived all the muscular, connective 
tissue, and vascular elements, as well of the alimentary canal and its 
appendages as of the skin and the tegumentary organs. Just as it 
is only the epidermic moiety of the latter which is derived from the 
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emblast, so it is only the epithelium of the former which comes from 
tne hypoblast 

Growth in length of the Vertebrate Embryo. 

With reference to the formation and growth in length of the body of 
the Vertebiate embryo two different views have been put forward, which 
can be best explained by taking the Elasmobranch embryo as our type. One 
of these views, generally held by embiyologists and adopted in the previous 
pages, is that the Elasmobranch embryo arises from a differentiation of the 
edge of the blastoderm; which extends inwards from the edge for some little 
distance. This differentiation is supposed to contain within itself the rudi- 
ments of the whole of the embryo with the exception of the yolk-sack ; 
and the hinder extremity of it, at the edge of the blastoderm, is regarded 
as corresponding with the hind end of the body of the adult. The growth 
in length takes place by a process of intussusception, and, till there are 
formed the full number of mesoblastic somites, it is effected, as in Chseto- 
pods, by the continual addition of fresh somites between the last-formed 
somite and the hind end of the body. 

A second and somewhat paradoxical view has been recently brought 
into prominence by His and Raiiber. This view has moreover since been 
taken up by many embryologists, and has led to strange comparisons 
between the formation of the mesoblastic plates of the Cbsetopods and 
the medullary folds of Vertebrata. According to this view the embryo 
grows in length by the coalescence of the two halves of the thickened edges 
of the blastoderm in the dorsal median line. The groove between the 
coalescing edges is the medullary groove, which increases in length by the 
continued coalescence of fresh portions of the edge of the blastoderm. 

The following is His’ own statement of his view : “ I have shewn that 
the embryo of Osseous Fishes grows together in length from two symmetri- 
cally-placed structures in the thickened edge of the blastoderm. Only the 
foremost end of the head and the hindermost end of the tail undergo no 
concrescence, since they are formed out of that part of the edge of the 
blastoderm which, together with the two lateral halves, com])letes the ring. 
The whole edge of the blastoderm is used in the formation of the embryo.’^ 

The edges of the blastoderm which meet to form the body of the embryo 
are regarded as the blastopore, so that, on this view, the blastopore primi- 
tively extends for the whole length of the dorsal side of the embryo, and 
the groove between the coalesced lips becomes the medullary groove. 

It is not pos.sible for me to enter at any great length into the arguments 
used to support this position. 

They may be summarised as (1) The general appearance; i.e. that the 
thickened edge of the blastoderm is continuous with the medullary fold. 

(2) Certain measurements (His) which mainly appear to me to prove 
that the growth takes place by the addition of fresh somites between that 
last formed and the end of the body. 

(3) Some of the phenomena of doable monsters (Kauber). 

None of these arguments appear to be very forcible, but as the view of 
His and Rauber, if true, would certainly be important, I shall attempt 
shortly to state the arguments against it, employing as my type the 
Elasmobranchii, by the development of which, according to His, the view 



COMPARISON^ OF THE GERMINAL LAYERS. 


255 


which he adopts is more conclusively proved than by that of any other 
group. 

(1) The general appearance of the thickened edge of the blastoderm 
becoming continuous with the medullary folds has been used as an argument 
for the medullary folds being merely the coalesced thickened edges of the 
blastoderm. Since, however, the medullary folds are merely parts of the 
medullary plate, and since the medullary plate is continuous with the 
adjoining epiblast of the embryonic rim, the latter structure must be con- 
tinuous with the medullary folds however they are formed, and the mere 
fact of their being so continuous cannot be used as an argument either 
way. Moreover, were the concrescence theory true, the coalescing edges 
of the blastoderm might be expected to form an acute angle wi3i each 
other, which they are far from doing. 

(2) The medullary groove becomes closed behind earlier than in front, 
and the closure commences while the embryo is still quite short, and 
he/ore the hind end has begun to project over the yolk. After the medullary 
canal becomes closed, and is continued behind into the alimentary canal 
by the neurenteric passage, it is clearly impossible for any further increase 
in length to take place b}’ concrescence. If therefore His* and Rauber’s 
view is accepted, it will have to be maintained that only a small part of 
the body is formed by concrescence, while the larger posterior part grows 
by intussusception. The difficulty involved in this su[)position is much 
increased by the fact that long after the growth by concrescence must have 
ceased the yolk blastopore still remains open, and the embryo is still 
attached to the edge of the blastoderm ; so that it cannot be maintuned 
that the growth by concrescence has come to an end because the thickened 
edges of the blastoderm have completely coalesced. 

The above are arguments derived simply from a consideration of the 
growth of the embryo \ and they prove (1) that the points adduced by His 
and Rauber are not at all conclusive; (2) that the growth in length of 
the greater part of the body takes place by the addition of fresh somites 
behind, as in Chsetopods, and it would therefore be extremely surprising 
that a small middle part of the body should grow in quite a different way. 

Many minor arguments used by His might be replied to, but it is 
hardly necessary to do so, and some of them depend upon erroneous views 
as to the course of development, such as an argument about the notochord, 
which depends for its validity upon the assumption that the notochord ridge 
appears at the same time as the medullary plate, while, as a matter of fact, 
the ridge does not appear till considerably later. In addition to the argu- 
ments of the class hitherto used, there may be brought against the His- 
Rauber view a series of arguments from comparative embryology. 

(1) Were the vertebrate blastopore to be co-extensive with the dorsal 
surface, as His and Rauber maintain, clear evidence of this ought to be ap- 
parent in Amphioxus. In Amphioxus, however, the blastopore is at first 
placed exactly at the hind end of the body, though later it passes up just 
on to the dorsal side {pide p. 3). It nearly closes before the appearance of 
the medullary groove or mesoblastic somites; and the medullary folds have 
nothing to do with its lips, except in so far as they are continuous with 
them behind, just as in Elasmobranchii. 

(2) The food-yolk in the Vertebrata is placed on the ventral side of the 
body, and becomes enveloped by the blastoderm ; so that in all large-yolked 
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Vertebrates the ventral walls of the body are obviously completed by the 
closure of the lips of the blastopore, on the ventral side. 

If His and Rauber are right the dorsal walls are also completed by the 
closure of the blastopore, so that the whole of the dorsal, as well as of the 
ventral wall of the embryo, must be formed by the conci’cscence of the lips 
of the blastopore ; which is clearly a reductw ad ahsurdum of the whole 
theory. To my own arguments on the subject I may add those of Kupffer, 
who has very justly criticised His’ statements, and has shewn that growth 
of the blastoderm in Clupea and Gasterosteus is absolutely inconsistent 
with the concrescence theory. 

The more the theory of His and Eanber is examined by the light of 
comparative embryology, the more does it appear quite untenable; and it 
may be laid down as a safe conclusion from a comparative study of verte- 
brate embryology that the blastopore of Vertebrates is primitively situated 
at the hind end of the body, but that, owing to the development of a large 
food-yolk, it also extends, in most cases, over a larger or smaller part of 
the ventral side. 

The origin of the Allantois and Amnion, 

The development and structure of the allantois and amnion have already 
been dealt with at sufficient length in the chapters on Aves and Mammalia; 
but a few words as to the origin of these parts will not be out of place 
here. 

The Allantois. The relations of the allantois to the adjoining organs, 
and the conversion of its stalk into the bladder, afford ample evidence that 
it has taken its origin from a urinary bladder such as is found in Amphibia. 
We have in tracing the origin of the allantois to deal with a case of what 
Dohrn would call ‘change of function.’ The allantois is in fact a urinary 
bladder which, precociously developed and enormously extended in the 
embryo, has acquired respiratory (Sauropsida) and nutritive (Mammalia) 
functions. No form is known to have been preserved with the allantois in 
a transitional state between an ordinary bladder and a large vascular sack. 

The advantage of secondary respiratory organs during foetal life, in 
addition to the yolk-sack, is evinced by the fact that such organs are very 
widely developed in the Ichthyopsida. Thus in Elasmobranchii we have 
the external gills (cf. p. 51). Amongst Amphibia we have the tail modified 
to be a respiratory organ in Pipa Americana ; and in Notodelphis, Alytes, 
and Csecilia compressicanda the external gills are modified and enlarged 
for respiratory purposes within the egg (cf. pp. 116 and 118). 

The Amnion, The origin of the amnion is more difficult to explain 
than that of the allantois ; and it does not seem possible to derive it from 
any pre-existing organ. 

It appears to me, however, very probable that it was evolved pari 
pasm with the allantois, as a simple fold of the somatopleui’e round the 
embryo, into which the allantois extended itself as it increased in size and 
became a respiratory organ. It would be obviously advantageous for such 
a fold, having once started, to become larger and larger in order to give 
more and more room for the allantois to spread into. 

The continued increase of this fold would lead to its edges meeting on 
the dorsal side of the embryo, and it is easy to conceive that they might 
then coalesce. 
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To a0brd room for the allantois close to the surface of the egg, 
where respiration could most advantageously be carried on, it would be 
convenient that the two laminae of the amnion— the true and false am- 
nion — should then separate and leave a free space above the embryo, and 
thus it may have come about that a separation finally takes place between 
the true and false amnion. 

This explanation of the origin of the amnion, though of course hypo- 
thetical, has the advantage of suiting itself in most points to the actual 
ontogeny of the organ. The main diflUculty is the early development of 
the head-fold of the amnion, since, from the position of the allantois, it 
might have been anticipated that the tail-fold would be the first formed 
and most important fold of the amnion. 
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CHAPTER XIL 


OBSERVATIONS ON THE ANCESTRAL FORM OF 
THE CHORDATA. 


The present section of this work would not be complete without 
some attempt to reconstruct, from the materials recorded in the 
previous chapters, and from those supplied by comparative anatomy, 
the characters of the ancestors of the Chordata ; and to trace as far 
as possible from what invertebrate stock this ancestor was derived. 

The second of these questions has been recently dealt with in a 
very suggestive manner by both Dohrn (No. 250) and Semper (Nos. 
255 and 256), but it is still so obscure that I shall refrain from any 
detailed discussion of it. 

While differing very widely in many points both Dohrn and Semper 
have arrived at the view, already tentatively put forward by earlier 
anatomists, that the nearest allies of the Chordata are to be sought for 
amongst the Chaetopoda, and that the dorsal surface of the Chordata with 
the spinal cord corresponds morphologically with the ventral surface of 
the Chaetopods with the ventral ganglion chain. In discussing this subject 
some time ag<»* I suggested that we must look for the ancestors of the 
Chordata, not in allies of the present Cbsetopoda, but in a stock of segmented 
forms descended from the same nnsegmented types as the Chaetopoda, but 
in which two lateral nerve-cords, like those of Nemertines, coalesced dorsally, 
instead of ventrally to form a median nervous cord. This group of forms, 
if my suggestion as to its existence is well founded, appears now to have 
perished. The recent researches of Hubrecht on the anatomy of the 
Nemertines* have, however, added somewhat to the probability of my views, 
in that they shew that in some existing Neniertines the nerve-cords 
approach each other very closely in the dorsal line. 

With reference to the characters of the ancestor of the Chordata 
the following pages contain a few tentative suggestions rather than 

^ Monograph on the development of Elasmobranch Fiehee^ pp. 170—173. 

* Hubrecht, “ Zur Anat. u. Phys. d. Nervensystems der Nemertinen.^’ Kl'm. Akad, 
JViee. Amsterdam; and '^Besearohes on the Nervous System of Nemertines.” Quart 
Journ, of Mlcr, -Science, 1880. 
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an attempt to deal with the whole subject ; while the origin of certain 
of the organs is dealt with in a more special manner in the chapters 
on organogeny which form the second part of this work. 

Before entering upon the more special subject of this chapter, 
it will be convenient to clear the ground by insisting on a few 
morphological conclusions to be drawn from the study of Amphioxus, 
— a form which, although probably in some respects degenerate, is 
nevertheless capable of furnishing on certain points very valuable 
evidence. 

(1) In the first place it is clear from Amphioxus that the ancestors 
of the Chordata were segmented, and that their mesoblast was divided 
into myotonies which extended even into the region in front of the 
mouth. The mesoblast of the greater part of what is called the head 
in the Vertebrata proper was therefore segmented like that of the 
trunk. 

(2) The only internal skeleton present was the unsegmented 
notochord — a fact which demonstrates that the skeleton is of com- 
paratively little importance for the solution of a large number of 
fundamental questions, as for example the point which has been 
mooted recently as to whether gill-clefts existed at one time in front 
of the present mouth ; and for this reason : — that from the evidence 
of Amphioxus and the lower Vertebrata* it is clear tliat such clefts, if 
they ever existed, had at^'opMed completely before the formation of 
cartilaginous branchial bars ; so that any skeletal structures in front 
of the mouth, which have been interpreted by morphologists as 
branchial bars, can never have acted in supporting the walls of 
branchial clefts. 

(3) The region which, in the Vertebrata, forms the oesophagus 
and stx)mach, was, in the ancestors of the Chordata, perforated by gill- 
clefts. This fact, which has been clearly pointed out by Gegenbaur, 
is demonstrated by the arrangement of the gill-clefts in Amphioxus, 


^ The greater part of the branchial skeleton of Petromyzon appears clearly to 
belong to an extra-branchial system much more superficially situated than the true 
branchial bars of the higher forms. At the same time there is no doubt that certain 
parts of the skeleton of the adult Lamprey have, as pointed out by Huxley, striking 
points of resemblance to parts of a true mandibular and hyoid arches. Pusher em- 
bryological evidence is required on the subject, but the statements on this head on 
p. 69 ought to be qualified. 

Should Huxley’s views on this subject be finally proved correct, it is probable that, 
taking into consideration the resemblance of these skeletal parts in the Tadpole to 
those in the Lamprey, the cartilaginous mandibular bar, before being in any way 
modified to form true jaws, became secondarily adapted to support a suctorial mouth, 
and that it subsequently became converted into the true jaws. Thus the evolution of 
this bar in the Frog would be a true repetition of the ancestral history, while its 
ontogeny in Elasmobranchii and other types would be much abbreviated. For a fuller 
statement on this point I must refer the reader to the chapter on the skull. 

It is difficult to believe that the posterior branchial bars could have coexisted 
with such a highly developed branchial skeleton as that in Petromyzon, so that the 
absence of the posterior branchial bars in Petromyzon receives by far its most 
plausible explanation on the supposition that Petromyzon is descended from a ver- 
tebrate stock in which true branchial bars had not been evolved. 
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and by the distribution of the vagus nerve in the Vertebrata^ On 
the other hand the insertion of the liver, which was probably a very 
primitive organ, appears to indicate with approximate certainty the 
posterior limit of the branchial clefts. 

With these few preliminary observations we may pass to the 
main subject of this section. A fundamental question which presents 
itself on the threshold of our enquiries is the differentiation of the 
head. 

In the Chaetopoda the head is formed of a praeoral lobe and of the 
oral segment ; while in Arthropods a somewhat variable number of 
segments are added behind to this primitive head, and form with it 
what may be called a secondary compound head. It is fairly clear 
that the section of the trunk, which, in Amphioxus, is perforated by 
the visceral clefts, has become the head in the Vertebrates proper, 
so that the latter forms are provided with a secondary head like 
that of Arthropods. There remain however difficult questions (1) as 
to the elements of which this head is composed, and (2) as to the 
extent of its differentiation in the ancestors of the Chordata. 

In Arthropods and Chaetopods there is a very distinct element in 
the head known as the procephalic lobe in the case of Arthropods, 
and the praeoral lobe in that of Chaetopods ; and this lobe is especially 
characterized by the fact that the supraoesophageal ganglia and optic 
organs are formed as differentiations of part of the epiblast covering 
it. Is such an element to be recognized in the head of the Chordata? 
From a superficial examination of Amphioxus the answer would 
undoubtedly be no; but then it has to be borne in mind that Amphi- 
oxus, in correlation with its habit of burying itself in sand, is especially 
degenerate in the development of its sense-organs ; so that it is not 
difficult to believe that its praeoral lobe may have become so reduced 
as not to be recognizable. In the true Vertebrata there is a portion 
of the head which has undoubtedly many features of the praeoral 
lobe in the types already alluded to, viz. the part containing the 
cerebral hemispheres and the thalamencephalon. If there is any 
part of the brain homologous with the supraoesophageal ganglia of 
the Invertebrates, and it is difficult to believe there is not such a 
part, it must be part of, or contain, the fore-brain. The fore-brain 
resembles the supraoesophageal ganglia in being intimately connected 
in its development with the optic organs, and in supplying with nerves 
only organs of sense. Its connection with the olfactory organs is an 
argument in the same direction. Even in Amphioxus there is a 
small bulb at the end of the nervous tube supplying what is very 


^ The extension forwards in the Vertebrata of an uninterrupted body-cavity into 
the region previously occupied by visceral clefts presents no diflSculty. In Amphioxus 
the true bod> -cavity extends forwards, more or less divided by the branchial clefts, for 
the whole length of the branchial region, and in embryos of the lower Vertebrata there 
is a section of the body-cavity — the so-called head-cavities — between each pair of 
pouches. On the disappearance of the pouches all these parts would naturally coalesce 
into a continuous whole. 
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probably the homologue of the olfactory organ of the Vertebrata; 
and it is quite possible that this bulb is the reduced rudiment of 
what forms the fore-brain in the Vertebrata. 

The evidence at our disposal appears to me to indicate that the 
third nerve belongs to the cranio-spinal series of segmental nerves, 
while the optic and olfactory nerves appear to me equally clearly 
not to belong to this series\ The mid-brain, as giving origin to the 
third nerve, would appear not to have been part of the ganglion of 
the prsBoral lobe. 

These considerations indicate with ftur probability that the part 
of the head containing the fore-brain is the equivalent of the praeoral 
lobe of many Invertebrate forms ; and the primitive position of the 
Vertebrate mouth on the ventral side of the head affords a distinct 
support for this view. It must however be admitted that this part 
of the head is not sharply separated in development from that behind ; 
and, though the fore-brain is usually differentiated very early as a 
distinct lobe of the primitive nervous tube, yet that such differentia- 
tion is hardly more marked than in the other parts of the brain. 1'he 
termination of the notochord immediately behind the fore-brain is, 
however, an argument in favour of the morphological distinctness 
of the latter structure. 

The evidence at our disposal appears to indicate that the posterior 
part of the head was not differentiated from the trunk in lower 
Chordata ; but that, as the Chordata rose in the scale of development, 
more and more centralizing work became thrown on the anterior part 
of the nervous cord, and pari passu this part became differentiated 
into the mid- and hind-brain. An analogy for such a differentiation is 
supplied in the compound suboesophageal ganglion of many Arthro- 
pods; and, as will be shewn in the chapter on the nervous system, there 
is strong embryological evidence that the mid- and hind-brains had 
primitively the same structure as the spinal cord. The head ap- 
pears however to have suffered in the course of its differentiation a 
great concentration in its’ posterior part, which becomes progressively 
more marked, even within the limits of the surviving Vertebrata. 
This concentration is especially shewn in the structure of the vagus 
nerve, which, as first pointed out by Gegenbaur, bears evidence of 
having been originally composed of a great series of nerves, each 
supplying a visceral cleft. Rudiments of the posterior nerves still 
remain as the branches to the oesophagus and stomach . 

The atrophy of the posterior visceral clefts seems to have taken 
place simultaneously with the concentration of the neural part of the 
head ; but the former process did not proceed so rapidly as the latter, 

^ Marshall, in his valuable paper on the development of the olfactory organ, takes 
a very different view of this subject. For a discussion of this view I must refer the 
reader to the chapter on the nervous system. 

* The lateral branch of the vagus nerve probably became differentiated in connec- 
tion with the lateral line, which seems to have been first formed in the head, and 
subsequently to have extended into the trunk {vide section on Lateral Line). 



202 


THE MEDULLARY CANAL. 


so that the visceral region of the head is longer in the lower Vcrte- 
brata than the neural region, and is dorsally overlapped by the 
anterior part of the spinal cord and the anterior muscle-plates (vide 
fig. 47). 

On the above view the posterior part of the head must have been 
originally composed of a series of somites like those of the trunk, but 
in existing Vertebrata all trace of these, except in so far as they are 
indicated by the visceral clefts, has vanished in the adult. The cranial 
nerves however, especially in the embryo, still indicate the number 
of anterior somites ; and an embryonic segmentation of the mesoblast 
has also been found in many lower forms in the region of the head, 
giving rise to a series of cavities known as head-cavities, enclosed by 
mesoblastic walls which afterwards break up into muscles. These 
cavities correspond with the nerves, and it appears that there is a 
prsemandibularcavity corresponding with the third nerve (fig. 193, Ipp) 

and a mandibular cavity {2pp) and a 
cavity in each of the succeeding vis- 
ceral arches. The fifth nerve, the 
seventh nerve, the glossopharyngeal 
nerve, and the successive elements of 
the vagus nerve correspond with the 
posterior head-cavities. 

The medullary canal. The ge- 
neral history of the medullary plate 
seems to point to the conclusion that 
the central canal of the nervous system 
has been formed by a groove having 
appeared in the ancestor of the Chor- 
data along the median dorsal line, 
which caused the sides of the nervous 
plate, which was placed immediately 
below the skin, or may perhaps at 
tl)at stage not have been distinctly 
differentiated from the skin, to be bent 
upwards ; and that this groove sub- 
sequently became converted into a 
canal. This view is not only sup- 
ported by the actual development of 
the central canal of the nervous system 
(the types of Teleostei, Lepidosteus 
and Petromyzon being undoubtedly 
secondary), but also (1) by the pre- 
sence of cilia in the epithelium lining 
the canal, probably inherited from cilia 
coating the external skin, and (2) by 
the posterior roots arising from the extreme dorsal line (fig. 194), 
a position which can most easily be explained on the supposition 
that the two sides of the plate, from which the nerves originally 



Fig. 193. Transverse section 

THROUGH THE FRONT PART OF THE 
HEAD OP A YOUNG PRISTIURUS EMBRYO. 

The section, owing to the cranial 
flexure, cuts both the fore- and the 
hind-brain. It shews the praeman- 
dibular and mandibular head-cavities 
Ipp and 2pp, etc. 

fb, fore-brain; 1. lens of eye; m. 
mouth; pt. upper end of mouth, 
forming pituitary involution; lao, 
mandibular aortic arch; 1pp. and 
2pp, first and second head-cavities; 
Ivc. first visceral cleft; V. fifth 
nerve; aun. ganglion of auditory 
nerve; Vll. seventh nerve; aa. dor- 
sal aorta ; acv. anterior cardinal vein ; 
ch. notochord. 
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proceeded have beea folded up so as to meet each other in the 
median dorsal line'. 

The medullary plate, before becoming folded to form the medullary 
groove, is (except in Amphibia) without 
any indication of being composed of two 
halves. In both the embryo and adult 
the walls of the tube have however a 
structure which points to their having 
arisen from the coalescence of two late- 
ral, and most probably at one time in- 
dependent, cords ; and as already indi- 
cated this is the view I am myself in- 
clined to adopt; vide pp. 251 and 252. 

The origin and nature of the 
mouth. The most obvious point con- 
nected with the development of the 
mouth is the fact that in all vertebrate 
embryos it is placed ventrally, at some 
little distance from the front end of the 
body. This feature is retained in the 
adxilt stage in Elasmobranchii, the Myx- 
inoids, and some Ganoids, but is lost in 
other vertebrate forms. A mouth, situ- 
ated as is the embryonic vertebrate 
mouth, is very ill adapted for biting; and 
though it acquires in this position a 
distinctly biting character in the Elas- 
mobraiichii, yet it is almost certain that 
it had not such a character in the 
ancestral Chordata, and that its terminal 
position in higher types indicates a step 
in advance of the Elasmobranchii. 



Fio. 194. Transverse sec- 
tion THROUGH THE TRUNK OF AN 
EMBRYO SLIOHTLY OLDER THAN 
FIG. 28 E. 

nc. neural canal ; pr, posterior 
root of spinal nerve ; x, subnoto- 
chordal rod; ao. aorta; sc, so- 
matic mesoblast; sp, splanchnic 
mesoblast ; mp, muscle-plate; 
mp', portion of muscle-plate con- 
verted into muscle; Vi\ portion 
of the vertebral plate which will 
give rise to the vertebral bodies; 
al, alimentary tract. 


On the structure of the primitive mouth there appears to me to 
be some interesting embryological evidence, to which attention has 
already been called in the preceding chapters. In a large number 
of the larvae or embryos of the lower Vertebrates the mouth has a 
more or less distinctly suctorial character, and is connected with 
suctorial organs which may be placed either in front of or behind it. 
The more important instances of this kind are (1) the Tadpoles of 
the Anura, with their posteriorly placed suctorial disc, (2) Lepidosteus 
larva (fig. 195) with its anteriorly placed suctorial disc, (3) the 
adhesive papillae of the larvae of the Tunicata. To these may be 
added the suctorial mouth of the Myxinoid fishes*. 


^ Vtdc for further details the chapter on the nervous system. 

3 The existing Myxinoid Fishes are no doubt degenerate types, as was first clearly 
pointed out by Dohm; but at the same time (although Dohm does not share this view) 
it appears to me almost certain that they are the remnants of a large and very 
primitive group, which have very likely been preserved owing to their parasitic or 
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All these considerations point to the conclusion that 
in the ancestral Chordata the mouth had a more or less 
definitely suctorial character', and was placed on the ven- 
tral surface immediately behind the praeoral lobe; and 
that this mouth has become in the higher types gradually 
modified for biting purposes, and has been carried to the 
front end of the head. 

Tlie mouth in Elasmobranchii and other Vertebrates is originally 
a wide somewhat rhomboidal cavity (fig. 28 G) ; on the development 
of the mandibular and its maxillary (pterygo-quadrate) process the 
opening of the mouth becomes narrowed to a slit. The wide con- 
dition of the mouth may not improbably be interpreted as a remnant 
of the suctorial state. The fact that no more definite remnants of 
the suctorial mouth are found in so primitive a group as the Elas- 
mobranchii is probably to be explained by the fact that the members 
of this group undergo an abbreviated development within the egg. 

While the einhryological data appear to me to point to the exiisteiice of a 
primitive suctorial mouth, very different conclusions have been put forward 
by other embryologists, more especially by Dohrn, which are sufficiently 
striking and suggestive to merit a further discussion. 

As mentioned above, both Dohrn and Semper hold that the Vertebrata 

are descended from Chsetopod- 
like forms, in which the ventral 
surface has become the doiml. 
In consequence of this view 
Dohrn has arrived at the follow- 
ing conclusions : (1) that primi- 
tively the alimentary canal per- 
forated the nervous system in 
the regioij of the original oeso- 
phageal nerve-ring; (2) that 
there was therefore an original 
dorsal mouth (the present ven- 
tral mouth of the Cheetopoda) ; 
and (3) that the present mouth 
op was secondary and derived from 

Fio. 195. Ventral view of the heal of a 
Lepidosteus embryo shortly before hatching, ventrally coalesced. 

TO SHEW THE LARGE SUCTORIAL DISC. A full discussion of these 

m. mouth; op. eye; suctorial disc. views* is not within the scope 

semiparasitic habits; much in the same way as many of the Insectivora have been 
preserved owing to their subterranean habits. I am acquainted with no evidence, 
embryological or otherwise, that they are degraded gnathostomatous forms, and the 
group probably disappeared as a whole from its incapacity to compete successfully with 
Vertebrata in which true jaws had become developed. 

^ I do not conceive that the existence of suctorial structures necessarily implies 
parasitic habits. They might be used for various purposes, especially by predaceous 
forms not provided with jaws. 

* For a partial discussion of this subject I would refer the reader to my Monograph 
on Elasmolramh Fishes, pp. 155 — 172. 
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of this woFk ; but, while recognizing that there is much to be said in favour 
of the interchange of the dorsal and ventral surfaces, 1 am still inclined 
to hold that the difficulties involved in this view are so great that it must, 
provisionally at least, be rejected ; and that thei'e are therefore no reasons 
against supposing the present vertebrate mouth to be the primitive mouth. 
There is no embryological evidence in favour of the view adopted by 
Dohrn that the present mouth was formed by the coalescence of two clefts. 

If it is once admitted that the present mouth is the primitive mouth, 
and is more or less nearly in its original situation, very strong evidence 
will be required to shew that any structures originally situated in front 
of it are the remnants of visceral clefts ; and if it should be proved that 
such remnants of visceral clefts were present, the views so far arrived at 
in this section would, I think, have to be to a large extent reconsidered. 

The nasal pits have been supposed by Bohrn to be remnants of visceral 
clefts, and this view has been maintained in a very able manner by Marshall. 
The arguments of Marshall do not, however, appear to me to have any 
great weight unless it is previously granted that there is an antecedent 
probability in favour of the presence of a pair of gill-clefts in the position of 
the nasal pits ; and even then the development of the nasal pits as epiblastic 
involutions, instead of hypoblastic outgrowths, is a serious difficulty which 
has not in my opinion been successfully met. A further argument of 
Marshall from the supposed segmental nature of the olfactory nerve has 
already been spoken of. 

While most of the structures supposed to be remains of gill- clefts in 
front of the mouth do not appear to me to be of this nature, there is one 
organ which stands in a more doubtful category. This organ is the so- 
called choroid gland. The similarity of this organ to the pseudo-branch 
of the mandibular or hyoid arch was pointed out to me by Dohrn, and 
the suggestion was made by him that it is the remnant of a praeman- 
dibular gill which has been retained owing to its fimctioiiHl connection 
with the eye\ Adinittifig this explanation to be true (which however is by 
no means certain) are we necessarily compelled to hold that the choroid 
gland is the remnant of a gill-cleft originally situated in front of the 
mouth ? I believe not. It is easy to conceive that there may originally 
have been a prsemandibular cleft behind the suctorial mouth, but that this 

^ The probability of the choroid gland having the meaning attributed to it by 
Dohrn is strengthened by the existence of a praimandibular segment as evidenced by 
the presence of a praemandibular head-cavity, the walls of which as shewn by Marshall 
and myself give rise to the majority of the eye-muscles and of a nerve (the third nerve, 
cf. Marshall) corresponding to it ; so that these parts together with the choroid gland 
may be rudiments belonging to the same segment. On the other hand the absence of 
the choroid gland in Ganoidei and Elasmobranchii, where a mandibular pseudo-branch 
is present, coupled with the absence of a mandibular pseudo-branch in Teleostei where 
alone a choroid gland is present, renders the above view about the choroid gland 
somewhat doubtful. A thorough investigation of the ontogeny of the choroid gland 
might throw further light on this interesting question, but 1 think it not impossible 
that the choroid gland may be nothing else but the modified mandibular pseudo-branch, 
a view which fits in very well with the relations of the vessels of the Elasmobranoh 
mandibular pseudo-branch to the choroid. Eor the relations and structure of the 
choroid gland vide F. Muller, Vergl, Anat, Myxinoiden^ Part ni. p. 82. 

It is possible that the fourth nerve and the superior oblique muscle of the eye which 
it supplies may be the last remaining remnants of a second praemandibular segment 
originally situated between the segment of the third nerve and that of the fifth nerve 
(mandibular secmentl. 
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cleft gradually atrophied (for the same reasons that the mandibular cleft 
shews a tendency to atrophy in existing fishes, &c.), the rudiment of the gill 
(choroid gland) alone remaining to mark its situation. After the disap- 
pearance of this cleft the suctorial mouth may have become relatively 
shifted backwards. In the meantime the branchial bars became developed, 
and as the mouth was changed into a biting one, the bar (the mandibular 
arch) supporting the then first cleft became gradually modified and converted 
into a supporting apparatus for the mouth, and finally formed the skeleton 
of the jaws. In the hyostylic Vertebrata the hyoid arch also became 
modified in connection with the formation of the jaws. 

The conclusions arrived at may be summed up as follows : 

The relations which exist in all jaw-bearing Vertebrates between 
the mandibular arch and the oral aperture are secondary, and arose 



passu with the evo- 
lution of the jaws\ 

The cranial flexure 
and the form of the head 
in vertebrate embryos. 

All embryologists who have 
studied the embryos of the 
various vertebrate groups 
have been struck with the 
remarkable similarity which 
exists between them, more 
especially as concerns the 
form of the head. This simi- 
larity is closest between the 
members of the Amiiiota, 
but there is also a very 
marked resemblance between 
the Amniota and the Elas- 
mobranchii. The peculiarity 
in question, which is charac- 
teristically shewn in fig. 196, 
consists in the cerebral hemi- 


spheres and thalamencepha- 

- ' Ion being ventrally fl[exed to 


Fio. 196. The heads of Elasmobranch em- such an extent that the mid- 


BRYos AT TWO STAGES VIEWED AS TRANSPARENT brain fomis the termination 


OBJECTS. 

A. Pristiurus embryo of the same stage as fig. 
28 F. B. Somewhat older Scyllium embryo. 

III. third nerve ; V. fifth nerve ; VII. seventh 
nerve; aa.n. auditory nerve; pZ. glossopharyngeal 
nerve; Vg. vagus nerve; fb. fore-brain; pn. pineal 
gland; mb. mid-brain; hind-brain ; iv.v. fourth 
ventricle; cb. cerebellum; ol. olfactory pit; op. 
eye; au.V, auditory vesicle; m. mesoblast at base 
of brain; ch. notochord; ht. heart; Vc. visceral 
clefts; eg. external gills; pp. sections of body- 
oavity in the head. 


of the long axis of the body. 
At a later period in deve- 
lopment the cerebral hemi- 
spheres come to be placed 
at the front end of the head; 
but the original nick or bend 
of the floor of the brain is 
never got rid of. 

It is obvious that in 
dealing with the light thrown 


^ I do not mean to exclude the possibility of the mandibular arch having supported 
a suctorial mouth before it became converted into a pair of jaws. 
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by embryology on the ancestral form of the Chordata the significance of 
this peculiar character of the head of many vertebrate embryos must be 
discussed. Is the constancy of this character to be explained by supposing 
that at one period vertebrate ancestors had a head with the same features 
as the embryonic head of exist iiig V ertebrata 1 

This is the most obvious explanation, but it does not at the same time 
appear to me satisfactory. In the first place the mouth is so situated at 
the time of the maximum cranial flexure that it could hardly have been 
functional; so that it is almost impossible to believe that an animal with a 
head such as that of these embryos can have existed. 

Then again, this type of embryonic head is especially characteristic of the 
Amniota, all of which are developed in the egg. It is not generally so marked 
in the Ichtliyopsida. In Amphibia, Teleostei, Granoidic and Petromyzontidae, 
the head never completely acqtiires the peculiar characteristic form of the 
head of the Amniota, and all these forms are hatched at a relatively much 
earlier ])hase of development, so that they are leading a free existence at a 
stage when the emhiyos of the Amniota are not yet hatched. The only 
Ichthyopsidan tyi)e with a head like that of the Amniota is the Elasmo- 
branchii, and the Elasmobranchii are the only Ichtliyopsida which undergo 
the major pait of their development within the egg. 

These considerations apjiear to shew that the peculiar characters of the 
embryonic head above alluded to are in some way connected with an 
embryonic as opposed to a larval development ; and for reasons which are 
explained in the section on larval forms, it is probable that a larval develo^)- 
ment is a more faithful record of ancestral history than an embryonic 
development. The flexure at the base of the brain appears however to be a 
typical vertebrate character, but this flexure never led to a conformation of 
the head in the adult state similar to that of the embryos of the Amniota. 
The form of the head in these embryos is probably to be explained by suj)- 
posing that some advantage is gained by a relatively early development of 
the brain, which appears to be its proximate cause ; and since these embryos 
had not to lead a free existence (for which such a form of the head would 
have been unsuited) there was nothing to interfere with the action of 
natural selection in bring- 
ing about this form of 
head during fcetal life. 

Post-anal gut and 
nenrenteric canal. 

One of the most re- 
markable structures in 
the trunk is the post- 
anal gut (fig. 197). Its 
structure is fully dealt 
with in the chapter on 
the alimentary tract, but 
attention may here be 
called to the light which 
it appears to throw on 
the characters of the an- 
cestor of the Chordata. 





Fig. 197. Longitudinal section through an ad- 
vanced EMBRYO OF Bombinatob. (After Gdtte.) 

m, mouth; an, anus; 1. liver; ne, neurenterio 
canal; me. medullary canal; ch, notochord; pn, pineal 
gland. 
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In face of the facts which are known with reference to the post-anal 
section of the alimentary tract, it can hardly be doubted that this 
portion of the alimentary tract must have been at one time func- 
tional. This seems to me to be shewn (1) by the constancy and 
persistence of this obviously now functionless rudiment, (2) by its 
^eater development in the lower than in the higher forms, ( 3 ) by 
its relation to the formation of the notochord and subnotochordal 
rod. 

If the above position be admitted, it is not permissible to shirk 
the conclusions which seem necessarily to follow, however great the 
difficulties may be which are involved in their acceptance. These 
conclusions have in part already been dealt with by Dohrn in his 
suggestive tract (No. 250). In the first place the alimentary canal 
must primitively have been continued to the end of the tail ; and if 
so, it is hardly credible that the existing anus can have been the 
original one. Although, therefore, it is far from easy, on the physio- 
logical principles involved in the Darwinian theory, to understand 
the formation of a new anus*; it is nevertheless necessary to believe 
that the present vertebrate anus is a formation acquired within the 
group of the Chordata, and not inherited from some older group. 
This involves a series of further consequences. The opening of the 
urinogenital ducts into the cloaca must also be secondary, and it is 
probable that the segmental tubes were primitively continued along 
the whole post-anal region of- the vertebrate tail, opening into the 
body-cavity which embryology proves to have been originally present 
there. They are in fact continued in many existing forms for some 
distance behind the present anus. If the present anus is secondary, 
there must have been a primitive anus, which was probably situated 
behind the post-anal vesicle ; and therefore in the region of the neu- 
renteric canal. The neurenteric canal is, however, the remnant of the 
blastopore [vide p. 230 ). It follows, therefore, that the vertebrate blasto- 
pore is probably almost^ if not exactly identical in position with the 
primitive anus. This consideration may assist in explaining the re- 
markable phenomenon of the existence of the neurenteric canal. The 
attempt has already been made to shew that the central canal of the 
nervous system is really a groove converted into a tube and lined by the 
external epidermis. This tube (as may be concluded from embryo- 
logical considerations) was probably at first open posteriorly, and no 
doubt terminated at the primitive anus. On the closure of the 
primitive anal opening, the terminal portions of the post-anal gut 
and the neural tube, may conceivably have been so placed that both 
of them opened into a common cavity, which previously had commu- 
nication with the exterior by the anus. Such an arrangement would 
necessarily result in the formation of a neurenteric canal. It seems 
not impossible that a dilated vesicle, often present at the end of the 


^ Dohm (Ko. 250, p. 25 ) gives an explanation of the origin of the new anus 
which does not appear to me quite satisfactory. 
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post-anal gut (vide fig. 28*, p. 48), may have been the common cavity 
into which both neural and alimentary tubes opened'. Till further 
light is thrown by fresh discoveries upon the primitive condition of 
the posterior continuation of the vertebrate alimentary tract, it is 
perhaps fruitless to attempt to work out more in detail the above 
speculation. 

Body-cavity and mesoblastic somites. The Chordata, or at 
least the most primitive existing members of the group, are charac- 
terized by the fact that the body-cavity arises as a pair of outgrowths 
of the archenteric cavity. This feature in the development is a nearly 
certain indication that the Chordata are a very primitive stock. The 
most remarkable point with reference to the development of the two 
outgrowths is, however, the fact that the dorsal part of each out- 
growth becomes separated from the ventral. Its walls become 
segmented and form the mesoblastic somites, which eventually, on 
the obliteration of their cavity, give rise to the muscle-plates and to 
the tissue surrounding the notochord. It is not easy to under- 
stand the full significance of the processes concerned in the forma- 
tion of the mesoblastic somites (vide p. 24G). The mesoblastic somites 
have no doubt a striking resemblance to the mesoblastic somites 
of the Cha3topods, and most probably the segmentation of the 
mesoblast in the two groups is a phenomenon of the same nature ; 
but the difierence in origin between the two types of mesoblastic 
somites is so striking, and the development of the muscular system 
from them is so dissimilar in the two groups, as to render a direct 
descent of the Chordata from the ChoBtopoda very improbable. The 
ventral parts of the original outgrowth give rise to the permanent 
body-cavity, which appears originally to have been divided into two 
parts by a dorsal and a ventral mesentery. 

The notochord. The most characteristic organ of the Chordata 
is without doubt the notochord. The ontogenetic development of 
this organ probably indicates that it arose as a differentiation of the 
dorsal wall of the archenteron ; at the same time it is not perhaps 
safe to lay too much stress upon its mode of development. Embryo- 
logical and anatomical evidence demonstrate, however, in the clearest 
manner that the early Chordata were provided with this organ as their 
sole axial skeleton ; and no invertebrate group can fiiirly be regarded 
as genetically related to the Chordata till it can be shewn to possess 
some organ either derived from a notochord, or capable of having 

‘ As pointed out in Vol. i. p. 211, there is a striking similarity between the history 
of the neurenterio canal in Vertebrates, and the history of the blastopore and ventral 
groove as described by Kowalevsky in the larva of Chiton. Mr A. Sedgwick has 
pointed out to me that the ciliated ventral groove in Protoneomenia, which contains 
the anus, is probably the homologue of the groove found in the larva of Chiton, and 
not, as usually supposed, simply the foot. Were this groove to be converted into a canal, 
on the sides of which were placed the nervous cords, there would be formed a precisely 
similar neurenteric canal to that in Vertebrata, though I do not mean to suggest that 
there is any homology between the two (vide Hubrecht, Xool. Anzeiger^ 1880, p. 689). 

- Vide the chapter on the Germinal Layers. 
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become developed into a notochord. No such organ has as yet been 
rec(^ized in any invertebrate group*. 

Oill-clefts. The gill-clefts, which are essentially pouches of the 
throat opening externally, constitute extremely characteristic organs 
of the Chordata, and have always been taken into consideration in 
any comparison between the Chordata and the Invertebrata. 

Amongst the Invertebrata organs of undoubtedly the same nature 
are, so far as I know, only found in Balanoglossus, where they were 
discovered by Kowalevsky. The resemblance in this case is very 
striking; but although it is quite possible that the gill-clefts in Balano- 
glossus are genetically connected with those of the Chordata, yet the 
organization of Balanoglossus is as a whole so different from that of 
the Chordata that no comparison can be instituted between the 
two groups in the present state of our knowledge. 

Other organs of the Invertebrata have some resemblance to the gill- clefts. 
The lateral pits of the Nemertines, which appear to grow out as a pair of 
oesophageal diverticula, which are eventually j)laced in communication with 
the exterior by a pair of ciliated canals {vide Vol. i. pp. 164 and 166), are 
such organs. 

Semper (No. 256) has made the interesting discovery that in the budding 
of Nais and Chsetogaster two lateral masses of cells, in each of which a 
lumen may be formed, unite with the oral invagination and primitive alimen- 
tary canal to form the permanent cephalic gut. Tlie lateral masses of colls 
are n*garded by him as bianchial passages homologous in some way with 
those in the Chordata. The somewhat scanty observations on this subject 
which he has recorded do not appear to me to lend much support to this 
interpretation. 

It is probable that the part of the alimentaiy tract in which gill-clefts 
are present was originally a simple unperforated tube provided with highly 
vascular walls ; and that respiration was carried on in it by the alternate 
introduction and expulsion of sea water. A more or less similar mode of 
respiration has been recently shewn by Eisig* to take place in the fore part 
of the alimentary tract of many Cliaetopods. This part of the alimentary 
tract was probably provided with paired caecal pouches with their blind 
ends in contiguity with the skin. 

Perforations placing these ]jouches in communication with the exterior 
must be supposed to have been formed; and the existence of openings into 
the aliinentai-y tract at tlie end of the tentacles of many Actiniae and of the 
hepatic diverticula of some nudibranchiate Molluscs (Eolis, &c.®) shews that 
such perforations may easily be made. On the formation of such per- 
forations the water taken in at the mouth would pass out by them ; and 
the respiration would be localized in the walls of the pouches leading to 


1 In the ChflBtopods various organs have been interpreted as rudiments of a 
notochord, but none of these interpretations will bear examination. 

“Ueb. d. Vorkoinmen eines sohwimmblasenabnlichen Organs bei Anneliden.” 
Mittheih a, d. zool. Station zu Neapel, Vol. ii. 1881, 

* The openings of the hepatic diverticula through the sacks lined with thread cells 
are described by Hancock and Embleton, Ann. and Mag. of Nat. History, Vol. xv. 
1845, p. 82, Von Jhering has also recently described these openings (Zool. Anzeiger, 
No. 28) and apparently attributes their discovery to himself. 



ON THE ANCESTRAL FORM OF THE CHORDATA. 271 


iliem, and thus the typical mode of respiration of the Chordata would be 
established. 

Phylogeny of the Chordata. It may be convenient to shew in 
a definite way the bearing of the above speculations on the phylogeny 
of the Chordata. For this purpose, I liave drawn up the subjoined 
table, which exhibits what I believe to be the relationships of the 
existing groups of the Chordata. Such a table cannot of course be 
constructed from enibryological data alone, and it does not fall within 
the scope of this work to defend its parts in detail. 

Sauropsida 

PROTO-AMNIOTA AmphIBIA 

L ■' * 

TeleOSTEI PltOTO-PENTADACrYLOlDEI 

Oanoidei I Dipnoi 

I 1 

PHOTO-OAXOIDW 

j Holocephali 

Elasmobhanchii 

PROTO (J NATH OSTOMATA 
PIlOTO-vldlTEBRATA 

IpiiOTOCiiORDATA Urocliovda 

In the above table the names printed in largo capitals are hypothetical groups. 
The other groups are all in existence at the present day, but those printed in Italics are 
probably degenerate. 

The ancestral forms of the Chordata, which may be called the 
Protochordata, must be supposed to have had (1) a notochord as 
their sole axial skeleton, (2) a ventral mouth, surrounded by suctorial 
structures, and (3) very numerous gill-slits. Two degenerate off- 
shoots of this* stock still persist in Amphioxus (Ceplialochorda), and 
the Ascidians (Urochorda). 

The direct descendants of the ancestral Chordata, were pro- 
bably a group which may be called the Proto-vertebrata, of which 
there is no persisting representative. In this group, imperfect 
neural arches were probably present ; and a ventral suctorial mouth 
without a mandible and maxillije was still persistent. The branchial 
clefts had, however, become reduced in number, and were provided 
with gill-folds ; and a secondary head (vide p. 260), with brain and 
organs of sense like those of the higher Vertebrata, had become 
formed. 

The Cyclostomata are probably a degenerate offshoot of this 
group. 

With the development of the branchial bars, and the conversion of 
the mandibular bar into the skeleton of the jaws, we come to the Proto- 
gnathostomata. The nearest living representatives of this group are 
the Elasmobranchii, which still retain in the adult state the ventrally 


Cyclostoimta 

Ceplialochorda 


Mammalia 



272 


PHYLOGENY OF THE GHOEDATA, 


placed mouth. Owing to the development of food-yolk in the Elas- 
mobranch ovum the early stages of development are to some extent 
abbreviated, and almost all trace of a stage with a suctorial mouth 
has become lost. 

Wo next come to an hypothetical group which we may call the 
Proto-ganoidei. Bridge, in his Memoir on Polyodon\ which contains 
some very interesting speculations on the affinities of the Ganoids, 
has called this group the Pneuniatocoela, from the fact that we find 
for the first time a full development of the air-bladder, though it is 
possible that a rudiment of this organ, in the form of a pouch opening 
on the dorsal side of the stomachic extremity of the oesophagus, was 
present in the earlier type. 

Existing Ganoids are descendants of the Proto-ganoidei. Some of 
them at all events retain in larval life the suctorial mouth of the 
Proto- vertebrata ; and the mode of formation of their germinal layers, 
resembling as it does that in the Lamprey and the Amphibia, probably 
indicates that they are not descended from forms with a large food- 
yolk like that of Elasmobranchii, and tliat the latter group is there- 
fore a lateral offshoot from the main line of descent. 

Of the two groups into which the Ganoidei may be divided it is 
clear that certain members of the one (Teleostoidei), viz. Lepidosteus 
and Amia, shew approximations to the Teleostei, which no doubt 
originated from the Ganoids; while the other (Selachoidei or Stu- 
riones) is more nearly related to the Dipnoi. Polypterus has also 
marked affinities in this direction, e.g. the external gills of the larva 
(vide p. 98). 

The Teleostei, which have in common a meroblastic segmenta- 
tion, had probably a Ganoid ancestor, the ova of which were provided 
with a large amount of food-yolk. In most existing Teleostei, the 
ovum has become again reduced in size, but the meroblastic segmen- 
tation has been preserved. It is quite possible that Amia may 
also be a descendant of the Ganoid ancestor of the Teleostei ; but 
Lepidosteus, as shewn by its complete segmentation, is clearly not so. 

The Dipnoi as well as all the higher Vertebrata are descendants 
of the Proto-ganoidei. 

The character of the limbs of higher Vertebrata indicates that 
there was an ancestral group, which may be called the Proto-penta- 
dactyloidei, in which the peutadactyle limb became established; 
and that to this group the common ancestor of the Amphibia and 
Amniota belonged. 

It is possible that the Plesiosauri and Ichthyosauri of Mesozoic 
times may have been more nearly, related to this group than either 
to the Amniota or the Amphibia. The Proto-pentadactyloidei 
were probably much more closely related to the Amphibia than to 
the Amniota. They certainly must have been capable of living in 
water as well as on land, and had of cotirse persistent branchial clefts. 


i VhiL Trans, 1S7H. Part ii. 
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It is also fairly certain that they were not provided with large-yolked 
ova, otherwise the mode of formation of the layers in Amphibia 
could not be easily explained. 

The Mammalia and Sauropsida are probably independent off- 
shoots from a common stem which may be called the Proto-amniota. 
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CHAPTEE XIII. 

GENERAL CONCLUSIONS. 


I. THE MODE OF ORIGIN AND HOMOLOGIES OF THE GERMINAL 

LAYERS. 

It has already been shewn in the earlier chapters of the work 
that during the first phases of development the history of all 
the Metazoa is the same. They all originate from the coalescence 
of two cells, the ovum and sjiermatozoon. The coalesced product 
of these cells — the fertilized ovum — then undergoes a process known 
as the segmentation, in the course of which it becomes divided in 
typical cases into a number of uniform cells. An attempt was made 
from the point of view of evolution to explain these processes. The 
ovum and spermatozoon were regarded as representing pliyloge- 
netically two physiologically differentiated forms of a Protozoon ; 
their coalescence was equivalent to conjugation : the subsequent seg- 
mentation of the fertilized ovum was the multiplication by division 
of the organism resulting from the conjugation ; the resulting organ- 
isms, remaining, however, united to form a fresh organism in a higher 
state of aggregation. 

In the systematic section of this work the embryological history 
of the Metazoa has been treated. The present chapter contains a 
review of the cardinal features of the various histories, together with 
an attempt to determine how far there are any points common to 
the whole of these histories; and the phylogenetic interpretation to 
be given to such points. 

Some years ago it appeared probable that a definite answer would 
be given to the questions which must necessarily be raised in the 
present chapter; but the results of the extended investigations 
made during the last few years have shewn that these expectations 
were premature, and in spite of the numerous recent valuable con- 
tributions to this branch of Embryology, amongst which special 
attention may be called to those of Kowalevsky (No, 277), Lankester 
(Nos. 278 and 279), and Haeckel (No. 266), there are few embryologists 
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who would venture to assert that any answers which can be given 
are more than tentative gropings towards the truth. 

In the following pages I aim more at summarising the facts, 
and critically examining the different theories which can be held, 
than at dogmatically supporting any definite views of my own. 

In all the Metazoa, the development of which has been investi- 
gated, the first process of differentiation, which follows upon the 
segmentation, consists in the cells of the organism becoming divided 
into two groups or layers, known respectively as epiblast and 
hypoblast. 

These two layers were first discovered in the young embryos of verte- 
brated animals by Pander and Von Baer, and have been since known as 
the germinal layers, though their cellular nature was not at first recog- 
nised. Tliey were shewn, together with a thiid layer, or mesoblast, whicli 
subsequently appears between them, to bear throughout thfj Vertebrata 
constant relations to tlie organs which became developed from them. A 
very great step was subsequently made by Remak (No. 287), who succe^ss- 
fully worked out the problem of vertebrate embryology on the cellular 
theory. 

Rathke in his memoir on the development of Astacus (No. 286) at- 
tempted at a very early period to extend the doctrine of the derivation of 
the organs from the geiminal layers to the Invertebrata. In 1859 Huxley 
made an important step towards the explanation of the nature of these 
layers by comparing them with the ectoderm and endoderm of the Hydro- 
zoa j while the brilliant researches of Kowalevsky on the development of 
a great variety of invertebrate forms formed the starting point of the 
current views on this subject. 


The differentiation of the epiblast and hypoblast may commence 
during the later phases of the segmentation, but is generally not com- 
pleted till after its termination. Not only do the 
cells of the blastoderm become differentiated into « 

two layers, but these two layers, in the case of 
a very large number of ova with but little focd- 
yolk, constitute a double- walled sack — the gastrula 
(fig. 198) — the characters of which are too well 
known to require further description. Following 
the lines of phylogenetic speculation above in- 
dicated, it maybe concluded that the two -layered 
condition of the organism represents in a general 
way the passage from the protozoon to the me- 
tazoon condition. It is probable that we may 
safely go further, and assert that the gastrula re- 
produces, with more or less fidelity, a stage in 
the evolution of the Metazoa, permanent in the 
simpler Hydrozoa, during which the organism was 
provided with (1) a fully developed digestive cavity 
(fig. 198 h) lined by the hypoblast with digestive 
and assimilative functions, (2) an oral opening (a), and (3) a supcr- 
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Fig. 198 . Diagkam 
OF A Gastrula. (From 
Gegenbaur.) 

a. mouth; ft. ar- 
chenterou ; c, hypo- 
blast; d, epiblast. 
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INVAGINATION. 


ficial epiblast {d). These generalisations^ which are now widely 
accepted, are no doubt very valuable, but they leave unanswered the 
following important questions : 

(1) what steps did the compound Protozoon become differen- 
tiated into a Metazoon ? 

(2) Are there any grounds for thinking that there is more 
than one line along whicli the Metazoa have become independently 
evolved from the Protozoa ? 

(3) To what extent is there a complete homology between the 
two primary germinal layers throughout the Metazoa ? 

Ontogenetically there is a great variety of processes by which 
the passage from the segmented ovum to the two-layered or diplo- 
blastic condition is arrived at. 

These processes may be grouped under the following heads : 

1, Invagination. Under this term a considerable number of 
closely connected processes are included. When the segmentation 
results in the formation of a blastosphere, one half of the blastosphere 
may be pushed in towards the opposite half, and a gastrula be thus 
produced (fig. 199, A and P>). This process is known as embolic 



1?XG. 199. Two STAGES IN THE HEVEEOTMENT OF HoLOTHURIA TUBULOSA, VIEWED 
IN OPTICAL SECTION. (After Selenka.) 

A. Sf.ago at the close of the segmentation. B. Gastrula stage. 
mr. micropyle; Jl. chorion; s.c. segmentation cavity; hi. blastoderm; ep. epi- 
blast; hy. hypoblast; ms. amoeboid cells derived from hypoblast; a.e. archenteron. 

invagination. Another process, known as epibolic invagination, 
consists in ef>il)last cells growing rouiid ami enclosing tlu‘ hypoblast 
(fig. 200). ibis process replaces the former process when the hypo- 
blast cells are so bulky from being distended by food-yolk that their 
invagination is mechanically impossible. 

There arc' vaiioiis pi'cnliar modifications of invagination which 
cannot be dealt with in iletail. 
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Invagination in one form or 
members of the following groups : 

The Dicyernidse, Calcispongiae 
(after the amphiblastula stage) 
and Silicispongiae, Coelenterata, 
Turbellaria, Nemertea, Rotifera, 
Mollusca, Polyzoa, Brachiopoda, 
Chaetopoda, Discophora, Gepbyrea; 
Chaetognatha, Nematelminthes, 
Crustacea, Echinodermata, and 
Chordata. 

The gastrula of the Crustacea 
is peculiar, as is also that of many 
of 'the Chordata (Reptilia, Aves, 
Mammalia), but there is every 
reason to suppose that the gastrulio 
of these groups, are simply modi- 
fications of the normal type. 


other occurs in some or all the 



Trmouajl THE OVUM OF EuAXKS I>UKIN(', 
AN EAULY STAOE OF D EVELOPMEN I', TO 
SHEW THE NATEUE 07’ El*I7{OLIC INVAGINA- 
TION. (After Kowtilcvsky.) 

ep. epiblast ; rns. mesoblastic band ; 
hy. hypoblast. 


2. Delamination. Three types of delamination may be dis- 
tinguished : 


a. Delamination where 
divided into a superficial 
epiblast, and a central solid 
mass in which the digestive 
cavity is subsequently hol- 
lowed out (fig. 201). 

b. Delamination where 
the segmented ovum has the 
form of a blastosphere, the 
cells of which give rise by 
budding to scattered cells in 
the interior of the vesicle, 
which, though they may at 
first form a solid mass, finally 
arrange themselves in the 
form of a definite layer around 
a central digestive cavity 
(fig. 202). 

c. Delamination where 
the segmented ovum has the 
form of a blastosphere in the 
cells of which the protoplasm 
is difierentiated into an in- 
ner and an outer part. By 
a subsequent process the in- 
ner parts of the cells become 
separated from the outer, and 


the cells of a solid morula become 



Fig. 201. Two stages in the development 
OF Stepiianomia pictum, to illustrate the for- 
mation OF the layers by delamination. (After 
Metschnikoff.) 

A. Stage after the delamination; ep. epi- 
bldstic invagination to form pneumatocyst. 

B. Later stage after the formation of the 
gastric cavity in the solid hypoblast, po. poly- 
pite; t. tentacle; pp. x>neumatocyst ; ep. epi- 
blast of pneumatocyst; hy. hypoblast surround- 
ing pneumatocyst. 
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DELAMINATION. 


the walls of the blastosphere are so divided into two distinct layers 
(fig. 205). 

Although the third of these processes is usually regarded as 
the type of delamination, it does not, so far as I know, occur in 
nature, but is most nearly approached in Geryonia (fig. 203). 

The first type of delamination is found in the Geratospongiae, 
some Silicispongiae (?), and in many Hydrozoa and Actinozoa, and in 
Nemertea and Nematelminthes {GordiMea?). The second type 
occurs in many Porifera [Calcispongice [Ascetta), Myxospongi(B\, and 
in some Coelenterata, and Brachiopoda {Thecidiuin). 

Delamination and invagination are undoubtedly the two most 



Fig. 202. Three larval stages of Eucope polystyla. (After Kowalevsky.) 

A. Blastosphere stage with hypoblast spheres becoming budded off into central 
cavity. B. Planula stage with solid hypoblast. C. Planula stage with a gastric 
cavity, ep. epiblast ; hy. hypoblast ; al. gastric cavity. 


frequent modes in which the layers are differentiated, but there 
are in addition several others. In the first place the whole of the 
Tracheata (with the apparent exception of the Scorpion) develop, so 
far as is known, on a plan peculiar to them, which approaches delami- 
nation. This consists in the appearance of a superficial layer of 
cells enclosing a central yolk mass, which corresponds to the hypo- 
blast (figs. 204 and 214). This mode of development might be 
classed under delamination, were it not for the fact that the early 
development of many Crustacea is almost the same, but is subsequently 
followed by an invagination (fig. 208), which apparently corresponds 
to the normal invagination q^’ other types. There are strong grounds for 
thinking that the tracheate type of formation of the epiblast and 
hypoblast is a secondary modification of an invaginate type {vide 
Vol. I. p. 378). 

The type of some Turbellaria (Stylochopsis ponticus) and that of 
Nephelis amongst the Discophora is not capable of being reduced to 
the invaginate type. 
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The development of almost all the parasitic groups, i.e. the Trema- 
toda, the Cestoda, the Acanthocephala, and the Linguatulida, and also 


A. 


B. 


Fig. 203. Diagrammatic figures shewing the delamination of the embryo 
OF Geryonia. < After FoL) 

A. Stage at the commencement of the delamination ; the dotted lines x shew the 
course of the next planes of division. B. Stage at the close of the delamination, 
cs. segmentation cavity; a. endoplasm; b. ectoplasm; ep. epiblast; %. hypoblast. 




of the Tardigrada, Pycnogonida, and other minor groups, is too imper- 
fectly known to be classed with either the delaminate or invaginate 
types. 



Fig. 204. Segmentation and formation op the blastoderm in Ohblifer. 
(After Metschnikoff.) 

In A the ovum is divided into a number of separate segments. In B a number of 
small cells have appeared {hi) which form a blastoderm enveloping the large yolk- 
spheres. In 0 the blastoderm has become divided into two layers. 
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ORIGIN OF THE GASTRULA, 


It will, I think, be conceded on all sides that, if any of the onto- 
genetic processes by which a gastrula form is reached are repetitions 
of the process by which a simple two-layered gastrula was actually 
evolved from a compound Protozoon, these processes are most pro- 
bably of the nature either of invagination or of delamination. 

The much disputed questions which have been raised about the 
gastrula and planula theories, originally put forward by Haeckel and 
Lankester, resolve themselves then into the simple question, whether 
any, and if so which, of the ontogenetic processes by which the 
gastrula is formed are repetitions of the phylogenetic origin of the 
gastrula. 

It is very difficult to bring forward arguments of a conclusive kind 
in favour of either of these processes. The fact that delaminate and 
invaginate gastrulse are in several instances found coexisting in the 
same group renders it certain that there are not two independent 
phyla of the Metazoa, derived respectively from an invaginate and a 
delaminate gastrula'. 

The four most important cases in which the two processes coexist 
are the Porifera, the Ccelenterata, the Nemertea, and the Brachio- 
poda. In the cases of the Porifera and Ccelenterata, there do not 
appear to me to be any means of deciding which of these processes is 
derived from the other; but in the Nemertea and the Brachiopoda 
the case is different. In all the types of Nemertea in which the 
development is relatively not abbreviated there is an invaginate gas- 
trula, while in the types with a greatly abbreviated development there 
is a delaminate gastrula. It would seem to follow from this that a 
delaminate gastrula has here been a secondary result of an abbrevia- 
tion in the development. In the Brachiopoda, again, the majority of 
types develop by a process of invagination, while Thecidium appears 
to develop by delaraination ; here also the delaminate type would 
appear to be secondarily derived from the invaginate. 

If these considerations are justified, delaminatioii must be in some 
instances secondarily derived from invagination ; and this fact is so 
far an argument in favour of the more primitive nature of invagina- 
tion ; though it by no means follows that in the invaginate process 
the steps- by which the Metazoa were derived from the Protozoa are 
preserved. 

It does not, therefore, seem possible to decide conclusively in 

^ It is not difficult to picture a possible derivation of delamination from invagina- 
tion; while a comparison of the formation of the inner layers (mesoblast and hypo- 
blast) in Ascetta (amongst the Sponges), and in the Echinodermata, shews a very simple 
way in which it is possible to coiibeive of a passage of delamination into invagination. 
In Ascetta the cells, which give rise to the mesoblast and hypoblast, are budded off 
from the inner wall of the blastosphere, especially at one point; while in Echino- 
dermata (fig. 199 ) there is a small invaginated sack which gives rise to the hypoblast, 
while from the walls of this sack amoeboid cells are budded off which give rise to a 
large part of the mesoblast. If we suppose the hypoblast cells budd^ off at one 
point m Ascetta gradually to form an invaginated sack, while the mesoblast cells con- 
tinued to be budded off as‘ before, we should pass from the delaminate type of Ascetta 
to the invaginate type of an Echinoderm. 
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favour of either of these processes by a comparison of the cases where 
they occur in the same groups. 

The relative frequency of the two processes supplies us with 
another possible means for deciding between them ; and there is no 
doubt that here again the scale inclines towards invagination. It 
must, however, be borne in mind that the frequency of the process of 
invagination admits of another possible explanation. There is a con- 
tinual tendency for the processes of development to be abbreviated 
and simplified, and it is quite possible that the frequent occurrence of 
invagination is due to the fact of its being, in most cases, the simplest 
means by which the two-layerod condition can be reached. But this 
argument can have but little weight until it can be shewn in each case 
that invagination is a simpler process than delamination ; and it is 
rendered improbable by the cases already mentioned in which de- 
lamination has been secondarily derived from invagination. 

If it were the case that the blastopore had in all types the same 
relation to the adult mouth, there would be strong grounds for re- 
garding the invaginate gastrula as an ancestral form ; but the fact 
that this is by no means so is an argument of great weight in favour 
of some other explanation of the frequency of invagination. 

The force of this consideration can best be displayed by a short 
summary of the fate of the blastopore in different forms. 

The fate of the blastopore is so variable that it is difficult even to 
classify the cases which have been described. 

(1) It becomes the permanent mouth in the following forms': 

CoRlenterata. — Pelagia, Cereanthus. 

Turhellaria. — ^Leptoplana (?), Thysanozoon. 

Pilidium, larvae of the type of Desor. 

Mollusca. — In numerous examples of most Molluscan groups, except the 
Cephalopoda. 

Chijetopoda. — Most Oligochaeta, and probably many Polyohasta. 

Gephyrea. — Phascolosoma, Phoronis. 

Nermtelminthes. — Cucullanus. 

(2) It closes in the position where the mouth is subsequently formed. 

CcRlenterata. — Ctenophora (?). 

MoJlusca . — In numerous examples of most Molluscan groups, except the 
Cephalopoda. 

Crustacea. — Cirripedia (?), some Cladocera (Moina) (?). 

(3) It becomes the permanent anus. 

Mollusca. — Paludina. 

Chatopoda. — Serpula and some other types. 

Echinodermata.^ Almost universaUy, except amongst the Crinoidea. 

(4) It closes in the position where the anus is subsequently formed. 

Echinodermata. — Crinoidea . 

(6) It closes in a position which does not correspond or is not known 
to correspond* either with the future mouth or anus.— Por?/era— Sycandra. 
Cixlenterata — Chrysaora*, Aurelia*. Nemertea* — Some larvae which develop without 


1 The above list is somewhat tentative; and future investigations will probably 
shew that many of the statements at present current about the position of the blasto> 
pore are inaccurate. 

* The forms in which the position of the blastopore in relation to the mouth or 
anus is not known are marked with an asterisk. 



BLASTOPORE, 


a metamoi^hosis. "RotifeTo,*, Molltuca — Cephalopoda. Polyzoa*, Brachio^ 
poda — ^Argiope, Terebratiila, Terebratulina. Chatopoda — Euaxes. Discophora 
— Olepsine. Oephyrea — ^BoneUia*. CJuetogtuitha, Crustacea — Decapoda. 

Chordata, 

The forms which have been classed together under the last head- 
ing vary considerably in the character of the blastopore. In some 
cases the fact of its not coinciding either with the mouth or anus 
appears to be due simply to the presence of a large amount of food- 
yolk. The cases of the Cephalopoda, of Euaxes, and perhaps of 
Clepsine and Bonellia, are to be explained in this way : in the case of 
all these forms, except Bonellia, the blastopore has the form of an 
elongated slit along the ventral surface. This type of blastopore 
is characteristic of the Mollusca generally, of the Polyzoa, of the Ne- 
matelminthes, and very possibly of the Chmtopoda and Discophora. 
In the Chaetognatha (fig. 209 B) the blastopore is situated, so far as 
can be determined, behind the future anus. In many Decapoda the 
blastopore is placed behind, but not far from, the anus. In the 
Chordata it is also placed posteriorly to the anus, and, remarkably 
enough, remains, in a large number of forms, for some time in con- 
nection with the neural tube by a neureiiteric canal. 

The great variations in the character of the gastrula, indicated in 
the above summary, go far to shew that if the gastruloe, as we find 
them in most typos, have any ancestral characters, these characters can 
only be of the most general kind. This may best be shewn by the 
consideration of a few striking instances. The blastopore in Mol- 
lusca has an elongated slit-like form, extending along the ventral 
surface from the mouth to the anus. In Echinodermata it is a narrow 
pore, remaining as the anus. In most Choetopoda it is a pore remain- 
ing as the mouth, but in some as the anus. In Chordata it is a pos- 
teriorly-placed pore, opening into both the archenteron and the neural 
canal. 

It is clearly out of the question to explain all these differences as 
having connection with the characters of ancestral forms. Many of 
them can only be accounted for as secondary adaptations for the 
convenience of development. 

The epibolic gastrula of Mammalia {vide pp. 178 and 242) is a still 
more striking case of a secondary embryonic process, and is not directly 
derived from the gastrula of the lower Chordata. It probably origi- 
nated in connection with the loss of food-yolk which took place on 
the establishment of a placental nutrition for the foetus. The epibo- 
lic gastrula of the Scorpion, of Isopods, and of other Arthropoda, 
seems also to be a derived gastrula. These instances of secondary 
gastrulae are very probably by no means isolated, and should serve as 
a warning against laying too much stress upon the frequency of the 
occurrence of invagination. The great influence of the food-volk 
upon the early development might be illustrated by numerous exam- 
ples, especially amongst the Chordata {vide Chapter xi.). 

If the descendants of a form with a large amount of food-yolk in 
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its ova were to produce ova with but little food-yolk, the type of for- 
mation of the germinal layers which would thereby result would be 
by no means the same as that of the ancestors of the forms with much 
food -yolk, but would probably be something very different, as in the 
case of Mammalia. Yet amongst the countless generations of ances- 
tors of most existing forms, such oscillations in the amount of the 
food-yolk must have occurred in a large number of instances. 

The whole of the above considerations point towards the view that 
the formation of the hypoblast by invagination, as it occurs in most 
forms at the present day, can have in many instances no special 
phylogenetic significance, and that the argument from frequency, in 
favour of invagination as opposed to delamination, is Oot of prime 
importance. 

A third possible method of deciding between delamination and 
invagination is to be found in the consideration as to which of these 
processes occurs in the most primitive forms. If there were any 
agreement amongst primitive forms as to the type of their develop- 
ment this argument might have some weight. On the whole, delami- 
nation is, no doubt, characteristic of many primitive types, but the 
not infrequent occurrence of invagination in both the Ccelenterata 
and the Porifera — the two groups which would on all hands be ad- 
mitted to be amongst the most primitive — deprives this argument of 
much of the value it might otherwise have. 

To sum up — considering the almost indisputable fact that both 
the processes above dealt with have in many instances had a purely 
secondary origin, no valid arguments can be produced to shew that 
either of them reproduces the mode of passage between the Protozoa 
and the ancestral two-layered Metazoa. These conclusions do not, 
however, throw any doubt upon the fact that the gastrula, however 
evolved, w^as a primitive form of the Metazoa; since this conclusion is 
founded upon the actual existence of adult gastrula forms indepen- 
dently of their occurrence in development. 

Though embryology does not at present furnish us with a definite 
answer to the question how the Metazoa became developed from the Pro- 
tozoa, it is nevertheless worth while reviewing some of the processes by 
which this can be conceived to have occurred. 

On purely d priori grounds there is in ray opinion more to be said for 
invagination than for any other view. 

On this view we may suppose that the colony of Protozoa in the course 
of conversion into Metazoa had the form of a blastosphere ; and that at 
one pole of this a depression appeared. The cells lining this depression we 
may suppose to have beeif amoeboid, and to have carried on the work of 
digestion ; while the remaining cells were probably ciliated, The digestion 
may be supposed to have been at first carried on in the interior of the cells, 
as in the Protozoa ; but, as the depression became deeper (in order to 
increase the area of nutritive cells and to retain the food) a digestive 
secretion probably became poured out from the cells lining it, and the 
mode of digestion generally characteristic of the Metazoa was thereby 
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inHUgurated. It may be noted that an intracellular protozoon type of 
digestion persists in the Porifera, and appears also to occur in many 
Coelenterata, Turbellaria^ <hc., though in most of these cases both kinds of 
digestion probably go on simultaneously \ 

Another hypothetical mode of passage, which fits in with delamination, 
has been put forward by Lankester, and is illustrated by fig. 205. He 
supposes that at the blastosphere stage the fluid in the centre of the colony 
acquired special digestive properties ; the inner ends of the cells having at 
this stage somewhat different properties from the outer, and the food being 
still incepted by the surface of the cells (fig. 205, 3). In a later stage of the 
process the inner portions of the cells became separated ofl* as the hypo- 
blast; while the food, though still ingested in the form of solid particles by 
the superficial cells, was carried through the protoplasm into the central 
digestive cavity. Later (fig. 205, 4), the point where the food entered 
became localised, and eventually a mouth became formed at this point. 

The main objection which can be raised against Lankester’s view is 
that it presupposes a type of delamination which does not occur in nature 
except in Geryonia. 

Metschnikofif has propounded a third view with reference to delamina- 
tion. He starts as before with a ciliated blastosphere. He next supposes 
the cells from the walls of this to become budded off into the central 

J %.1 


Fi$.Z 






Fxo. 205. Diaobam shewing the formation or a Gastbula by delamination. 

(From Lankester.) 

Fig. 1, ovum; fig. 2, stage in segmentation; fig. 3, commencement of delamination 
after the appearance of a central cavity; fig. 4, delamination completed, mouth form- 
ing at M. In figs. 1, 2, and 3, Ec. is ectoplasm, and En, is endoplasm. In fig. 4, 
Ee, is epiblast, and En, hypoblast. E, and F, food particles. 

^ J. Parker, “On the Histology of Hydra fusca,'^ Quart, Joum, Micr, Science^ 
vol. XX. 1880; and El. Metschnikofi, “Ueb. die intracellulare Verdauung bei Coelente- 
raten,” Zoologischer Anzeiger, No. 66, vol. in. 1880 and Lankester, “ On the intracellu- 
lar digestion and endoderm of Limnocodium,” Quart, Joum, Micr, Science, vol. xxi. 
1881. 
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cavity, as in Eucope (fig. 202), and to lose their cilia. These cells give 
rise to an internal parenchyma, which carries on an intracellular digestion. 
At a later stage a central digestive cavity is supposed to be formed. This 
view of the passage from the protozoon to the metazoon state, though to 
my mind improbable in itself, tits in very well with the ontogeny of the 
lower Hydfozoa. 

Another view has been put forward by myself in the chapter on the 
Porifera^ to the effect that the amphiblastula larva of Calcispongise may 
be a transitional form between the Protozoa and the Metazoa, composed of 
a hemisphere of nutritive amoeboid cells, and a hemisphere of ciliated cells. 
The absence of such a larval form in the Ccelenterata and higher Metazoa 
is opposed, however, to this larva being regarded as a transitional form, 
except for the Porifera. 

It is obvious that so long as there is complete uncertainty as 
to the value to be attached to the early developmental processes, 
it is not possible to decide from these processes whether there is 
only a single metazoon phylum or whether there may not be two or 
more such phyla. At the same time there appear to be strong 
arguments for regarding the Porifera as a phylum of the Metazoa 
derived independently from the Protozoa. This seems to me to 
be shewn (1) by the striking larval peculiarities of the Porifera ; 
(2) by the early development of the mesoblast in the Porifera, which 
stands in strong contrast to the absence of this layer in the embryos 
of most Cmlenterata ; and above all, (3) by the remarkable cha- 
racters of the system of digestive channels. A further argument 
in the same direction is supplied by the fact that the germinal 
layers of the Sponges very probably do not correspond physiologically 
to the germinal layers of other types. The erabryological evidence 
is insufficient to decide whether the amphiblastula larva is, as sug- 
gested above, to be regarded as the larval ancestor of the Porifera. 

Homologies of the germinal layers. The question as to how 
far there is a complete homology between the two primary germinal 
layers throughout the Metazoa was the third of the questions pro- 
posed to be discussed here. 

Since there are some Metazoa with only two germinal layers, 
and other Metazoa with three, and since, as is shewn in the following 
section, the third layer or mesoblast can only be regarded as a 
derivative of one or both the primary layers, it is clear that a 
complete homology between the two primary germinal layers does 
not exist. 

That there is a general homology appears on the other hand 
hardly open to doubt. 

The primary layers are usually continuous with each other, 
near one or both (when both are present) the openings of the 
alimentary tract. • 

As a rule an oral and anal section of the alimentary tract 
— the stomodseum and proctodamin — are derived from the epiblast ; 


1 Vol. 1 . p. 122. 
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but the limits of both these sections are so variable, sometimes 
even in closely allied forms, that it is difficult to avoid the conclusion 
that there is a border-land between the epiblast and hypoblast, 
which appears by its development to belong in some forms to the 
epiblast and in other forms to the hypoblast. If this is not the 
case it is necessary to admit that there are instances in which a very 
large portion of the alimentary canal is phylogenetically an epiblastic 
structure. In some of the Isopods, for example, the stomodajum and 
proctodaeum give rise to almost the whole of the alimentary canal 
with its appendages, except the liver. 

The origin of the Mesoblast. A diploblastic condition of the 
organism preceded, as we have seen, the triploblastic. The epiblast 
during the diploblastic condition was, as appears from such forms as 
Hydra, especially the sensory and protective layer, while the hypoblast 
was the secretory and assimilating layer; both layers giving rise to 
muscular elements. It must not, however, be supposed that in the 
early diploblastic ancestors there was a complete differentiation of 
function, but there is reason to think that both the primary layers 
retained an indefinite capacity for developing into any form of 
tissued The fact of the triploblastic condition being later than 
the diploblastic proves in a conclusive way that the mesoblast is a 
derivative of one or both the primary layers. In the Coelenterata 
we can study the actual origin from the two primary layers of 
various forms of tissue which in the higher types are derived from 
the mesoblast®. This fact, as well as general db priori considerations, 
conclusively prove that the mesoblast did not at first originate 
as a mass of independent cells between the two primary 
layers, but that in the first instance it gradually arose as 
differentiations of the two layers, and that its condition 
in the embryo as an independent layer of undifferentiated 
cells is a secondary condition, brought about by the 
general tendency towards a simplification of development, 
and a retardation of histological differentiation®. 

^ The Hertwigs (No. 270) have for instance shewn that nervous structures are deve- 
loped in the hypoblast in the Actinozoa and other Coelenterata. 

2 There is considerable confusion in the use of the names for the embryonic layers. 
In some cases various tissues formed by differentiations of the primary layers have been 
called mesoblast. Schultze, and more recently the Hertwigs, have pointed out the incon- 
venience of this nomenclature. In the case of the Coeleiiterata it is difficult to decide in 
certain instances (e. g, Sympodium) whether the cells which give rise to a particular tij-sue 
of the adult are to be regarded as formiug a mesoblast, i. e. a middle undifferentiated 
layer of cells, or whether they arise as already histologically differentiated elements 
from one of the primary layers. The attempt to distinguish by a special nomenclature 
the epiblast and hypoblast after and before the separation of the mesoblast, which has 
been made by Allen Thomson (No. i), appears incapable of being consistently applied, 
though it is convenient to distinguish a primary and a secondary hypoblast. A pro- 
posal of the Hertwigs to adopt special names for the outer and inner limiting mem- 
branes of the adult, and for the interposed mass of organs, appears to me unnecessary. 

* The causes which give rise to a retardation of histological differentiation will he 
dealt with in the second part of this chapter which deals with larval characters and 
larval forms. 
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The -Hertwigs have recently attempted (No. 271) to distinguish 
two types of differentiation of the mesoblast, viz. (1) a direct differen- 
tiation from the primitive epithelial cells ; (2) a differentiation from 
primitively indifferent cells budded off into the gelatinous matter 
between the two primary layers. 

It is quite possible that this distinction may be well-founded, but no 
conclusive evidence of the occurrence of the second process has yet been 
adduced. The Ctenophora are the type upon which special stress is laid, 
but the early passage of amoeboid ceils into the gelatinous tissue, which 
subsequently become muscular, is very probably an embryonic abbreviation; 
and it is quite possible that these cells may phylogenetically have origi- 
nated from epithelial cells provided with contractile processes passing 
through the gelatinous tissue. 

The conversion of non-embryonic connective-tissue cells into muscle cells 
in the higher types has been described, but very much more evidence is 
required before it can be accepted as a common occurrence. 

In addition to the probably degraded Dicyemid® and Ortho- 
nectidse, the Coelenterata are the only group in which a true mesoblast 
is not always present. In other words, the Coelenterata are the only 
group in which there is not found in the embryo an undifferentiated 
group of cells from, which the majority of the organs situated be- 
tween the epidermis and the alimentary epithelium are developed. 

The organs invariably derived, in the triploblastic forms, from 
the mesoblast, are the vascular and lymphatic systems, the muscular 
system, and the greater part of the connective tissue and the ex- 
cretory and gen(‘rative (?) systems. On the other hand, the nervous 
systems (with a few possible exceptions) and organs of sense, the 
epithelium of most glands, and a few exceptional connective- tissue 
organs, as for example the notochord, are developed from the two 
primary layers. 

The fact of the first named set of organs being invariably derived 
from the mesoblast points to the establishment of the two following 
propositions: — (1) That with the differentiation of the meso- 
blast as a distinct layer *by the process already explained, 
the two primary layers lost for the most part the capacity 
they primitively possessed of giving rise to muscular and 
connective-tissue differentiations\ to the epithelium of the 
excretory organs, and to generative cells. (2) That the 
mesoblast throughout the triploblastic Metazoa, in so far 
as these forms have sprung from a common triploblastic 
ancestor, is an homologous structure. 

The second proposition follows from the first. The mesoblast 
can only have ceased to be homologous throughout the triploblastica 
by additions from the two primary layers, and the existence of such 
additions is negatived by the first proposition, 

^ The connective-tissue test of the Tunicata, though detived from the epihlast, is 
not really an example of such a differentiation. 
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These two propositions, wliich hang togollier, are possil)ly only 
approximately true, since it is ([iiite possible that future investiga- 
tions may sIk'w that ditferentiations of the two primary layers are 
not so rare as has been hitherto imagined. 

Kanvler’ liuds that the muscles of the sweat-glands are developed from 
the inner part of the layer of e[>ihlast cells, iiivaginated to form these 
glands. 

Gutte^ describes the epihlast cells of the larva of Comatulaas being at a 
certain stage contiactile and compares tlnun with the epithelio-muscular 
cells of Hydra. Th('s(' cells would :ip[>ear subsequently to be converted 
into a simple cuticular structure. 

It is moreover quite possible that fresh differentiations from the 
two primary layers may have arisen after the triploblastic condition 
had been established, and by the process of simplification of develo])- 
ment and precocious segregation, as Lankester calls it, have become 
indistinguisliable from tln^ normal mesoblast. In spite of these 
(.‘xceptions it is ])robal)le that the majoi’ part of the muscular vsystem 
of all existing triploblastic forms lias been differentiated from the 
muscular system of the ancestrir oi’ ancestors (if there is more than 
one phylum) of the tri])lobla.stiea.. in the ease of other tissues there 
.are a few instances whi<di miglit be regarded as examples of an 
organ primitivcdy developed in om* of the tavo primary layers having 
beconu! S(H;ondarily carried into the nu'soblast. Tlu^ notochord has 
sometimes been cited as such an organ, but, as indicated in a 
])revious chapter, it is probable that its li vpohlastic origin can always 
be demonstrated. 



A. when the four hypoblast cells are ikmi Iv encinsiul. 

n. alter tlic formation of the mesoblast lias coiumenee;] by an infolding of 

the lijts of tile hlastojiore. 

t'p. epihlast; ?;n'. mesotilast; />/. l)]ast(»]M)re. 


’ M. L. Panvier. “Sirv la slviiciuiv dos ^laiules siidoi ipares. ” CovipfcH 
I hr. ei), 1S71). 

- A. (iolte. “ \’er; ;lej(-h. ihUwiek. d. Comatula mediteiTuiH'a." Arrhir /, mik)\ 
A 11 ( 1 1. vol. xir. }). da7. 
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Th(j ninvmiH althoiiiirli inilKMlikMl in un^snrjlastin ilerivates 

in tliu ailults uf all tiin liii^her tripltjbla.stica, lotaln.s with inai VL'llous 
uoiistani\y its opiblastic origin (thongli it is usually srpnrotoil from 
till*, opiblast prior to its histogoiiic (lilVoreiitiatioii) ; yot in tljo (^•pInl- 
lopoda, liiul some other Mollusoa, tbo oviilonoe is in favour of ils 
developing in the inosoblast. Sliould fiiLiue investigations eonlinu 
these conclusions, a good example Avill be afforded of an (jigaii 
changing the layer from which it usually develops k The explanation 
of such a change would be precisely the same as that already given 
for the mesoblaat as a whole. 

The actual mode of origin of various tissues, which in the 
true triploblastic forms arise in mesoblast, can be traced in the 
Coelenterata^ In this group the epiblast and hypoblast both give 
rise to muscular and connective-tissue elcju cuts ; and although the 
main part of the nervous system is formed in the epiblast, it seems 
certain that in some types nerves may be derived from the hypo- 
blast". These facts are extremely interesting, but it is by no means 



Fia, 207. Two xnANisvERSK srctionb TiiitniTUii emuhyob of Hvioiui-tiiLirH i‘iui:rs. 

(After Kowalev-slty. ) 

A. Section through an embryo at the point where the two germinal folilH most 
approximate. 

B. Section through an embryo, in the anterior region where the folds of the 
amnion have not united. 

//r/. germinal groove ; me. mesoblast; am. amnion; yh. yolk. 

^ The Hertwigs hold that there is a distinct part of the nervous system which was 
at first differentiated in the mesoblast in many types, amongst others the Mollusca. 
The evidence in favour of this view is extremely scanty and the view itself appears to 
mo highly improbable. 

^ The reader is referred for this subject to the yaluable memoirs which have been 
recently published by the Hertwigs, especially to No. 270. He will find a general 
account of the subject written before the appearance of the Hertwigs' memoir in 
pp. 149 and loO of Volume i. of this treatise. 

^ It would be interesting to know the history of the various nervous struetures 
found in the walls of the alimentary tract in the higher forms. I have shewn 
{Development of i^tasNio&ninc/i FiaheHj p. 172) that the central part of the sympa- 
thetic system is derived from the epiblash It would however he well to work over the 
development of Auerbach’s plexus. 

B. E. TI. 
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certain that any conclusion? can be directly drawn from them as to 



Fio. 208. Figures illustrating the development of Astacus. 

(From Parker ; after Eeichenbach.) 

A. Section through part of the ovum during segmentation. «. nuclei; ir,?/. white 
yolk; 2 /.p. yolk pyramids ; c, central yolk mass. 

B. and C. Longitudinal sections of the gastrula stage, a. archenteron; h. blasto- 
pore; im. mesoblast; ec. epiblast; en. hypoblast, distinguished from epiblast by 
shading. 

D. Highly magnified view of anterior lip of blastopore, to shew the origin of the 
primary mesoblast from the wall of the archenteron. p.vis. primary mesoblast; ec. 
epiblast; en. hypoblast, 

E. Two hypoblast cells to shew the amoeba-like absorption of yolk spheres. 
y. yolk; n. nucleus ;p. pseudopodial process. 

F. Hypoblast cells giving rise endogenously to the secondary mesoblast {8.7ns.); 
n. nucleus. 


the actual origin of the mesoblast in the triploblastic forms, till we 
know from what diploblastic forms the triploblastica originated. 
All that they shew is that any of the constituents of the mesoblast 
may have originated from either of the primitive layers. 

For further light as to the origin of the mesoblast, it is necessary 
to turn to its actual development. 

The following summary illustrates the more important modes in 
which the mesoblast originates. 

1. It grows inwards from the lips of the blastopore as a pair of 
bands. In these cases it may originate (a) from cells which are 
clearly hypoblastic, (h) from cells which are clearly epiblastic, (c) 
from cells which cannot be regarded as belonging to either layer, 

HoUusca — Gasteropoda, Cephalopoda, and Lamellibranchiata. In 
Gasteropoda and Lamellibranchiata the mesoblast sometimes originates 
from a j>air of cells at the lips of the blastopore, though very probably 
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some of th(i eleiueiits siibs(‘quently come I’n^m tlie epiblast ; ;mi({ in ( ■eplia 
lopoda it begins as a ring of cells round the edge of the blastod('nn. 

Polyzoa Entoprocta. — It originates from a pair of cells at the lips of 
the blastopore. 

Chaetopoda — Euaxes. It arises as a ridge of cells at the lips of the 
blastopore (fig. 200). 

Gephyrea — Bonellia. It arises (fig. 206) as an infolding of the ej)i- 
blastic lips of the blastopore. 

Nematelminthes — Cucullamis. It grows backwards from the liypo^ 
blast cells at the persistent oral opening of the blastopore. 

Tracheata — Insecta. It grows inwards from the lips of the gei rninal 
groove (fig. 207 ), which probably represent the remains of a blastoport . I’a rt 
of the mesoblast is probably also derived from the yolk* cel Is. A similar 
though more modified development of the mesoblast occurs in the Araneina 
(fig. 2U). 

Crustacea — Decapoda. It partly grows in from the hypoblastic lips 
of the blastopore, and is partly derived from the yolk-cells (fig. 208). 



x’lit. 209. Three stages in the development of Saoitta. (A. and C, after 
Butschli, and B. after Kowalevsky.) 

The three embryos are represented in the same positions. 

A. Represents the gastrula stage. 

B. Represents a succeeding stage, in which the primitive archenteron is com- 
mencing to be divided into three, 

C. Represents a later stage, in which the mouth involution (m) has become con- 
tinuous with the alimentary tract, and the blastopore has become closed, 

m. mouth; aL alimentary canal; ae. archenteron; hl.j). blastopore; pv. peri- 
visceral cavity ; sp. sidanchnic mesoblast ; .so. somatic mesoblast ; ge, generative 
organs. 

2. The mesoblast is developed from the walls of hollow out- 
growths of the archenteron, the cavities of which become the l)ody 
cavity. 

Brachiopoda — The walls of a pair of outgrow^ths form the whole of 
the mesoblast. 

Chsetognatlia. — The mesoblast arises in the same manner as in the 
Brachiopoda (fig. 209). 

Echinodermata — ^The lining of the peritoneal cavity is developed 
from the walls of outgrowths of the archenteron, but the greater part of 
the mesoblast is derived from tlie amoeboid cells budded off from the walls 
of the archenteron (fig. 210). 


10—2 
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Enteropneusta (Balanoglossus) — The body cavity is derived from 
two pairs of alimentary diverticula, the walls of which give rise to the 
greater part of the mesoblast. 

Chordata — Paired archenteric outgrowths give rise to the whole me- 
soblast in Amphioxus (fig. 211), and the mode of formation of the meso- 
blast in other Chordata is probably secondarily derived from this. 

3. The cells which will form the mesoblast become marked out 
very early, and cannot be regarded as definitely springing from 
either of the primary layers. 

Turbellaria — Leptoplana (fig. 212), Planaria polychroa (1). 

Chsetopoda — Lumbricus, &c. 

Discophora. 

It is very possible that the cases quoted under this head ought more 
properly to belong to group 1. 

4. The mesoblast cells are split off from the epiblast. 

Nemertea — Larva of Desor. The mesoblast is stated to be split off 
from the four invaginated discs. 


5. The mesoblast is split off from the hypoblast. 

Nemertea — Some of the types without a metamorphosis. 

MoUusca.— Scaphopoda. It is derived from the lateral and ventral 
cells of the hypoblast. 

Gephyrea — Phascolosoma. 


Vertebrata — In most of the 
from the hypoblast (fig. 213). Ii 
the mesoblast might be described 
pore (primitive streak). 



Dlji. Ptd. 


Fig. 210 . Longitudinal section 

THBOUGH AN EMBRYO OF CUCUMARIA DO- 
LIOLUM AT THE END OF THE FOURTH DAY, 

Vpv, vaso-peritoneal vesicle; ME. 
mesenteron; Bl'p.y Ptd. blastopore, proc* 
todasnm. 


Ichthyopsida the mesoblast is derived 
i some types (i.e. most of the Amniota) 
as originating at the lips of the blasto- 

0. The mesoblast is derived 
from both germinal layers. 

Tracheata — Araneina (fig. 214). 
It is derived partly from cells split off 
from the epiblast and partly from tin; 
yolk-cells; but it is probable that the 
statement that the . mesoblast is de- 
rived from both the germinal layers 
is only formally accurate ; and that 
the derivation of part of the mesoblast 
from the yolk-cells is not to be in- 
terpreted as a derivation from the 
hypoblast. 

Amniota — The derivation of the 
mesoblast of the Amniota from both 
the primary germinal layers is with- 
out doubt a secondary process. 

The conclusions to be drawn 
from the above summary are by no 
means such as might have been 
anticipated. The analogy of the 
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Ccelenterata would lead us to expect that the mesoblast would be 
derived partly from the epiblast and partly from the hypoblast. 



Fig. 211. Sections of an Amphioxus embryo at three stages. (After Kowalevsky.) 

A. Section at gastrula stage. 

B. Section of a somewhat older embryo. 

C. Section through the anterior part of still older embryo. 

np. neural plate; nc. neural canal; men. archenteron in A, and mesenteron in B 
andC; ch. notochord; so. mesoblastic somite. 


Such, however, is not for the most part the case, though more 
complete investigations may shew that there are a greater number 
of instances in which the mesoblast has a mixed origin than might 
be supposed from the above summary. 

I have attempted to reduce the types of development of the 
mesoblast to six; but owing to the nature of the case it is not 
always easy to distinguish the first of these from the last four. Of 
the six types the second will on most hands be admitted to be the 
most remarkable. The formation of hollow outgrowths of the ar- 
chenteron, the cavities of which give rise to the body cavity, can 
only be explained on the supposition that the body cavity of the 
types in which such outgrowths occur is derived from diverticula 
cut off from the alimentary tract. The lining epithelium of the 
diverticula — ;the peritoneal epithelium — is clearly part of the primi- 
tive hypoblast, and this part of the mesoblast is clearly hypoblastic 
in origin. 



Fig. 212 . Sections through the ovum of Leptoplana tremellabis in three 
STAGES OF development. (After Hallcz. ) 
ep. epiblast; m. mesoblast; hy. yolk-cells (hypoblast); hi, blastopore. 

In the case of the Chaetognatha (Sagitta), Brachiopoda, and 
Amphioxus, the whole of the mesoblast originates from the walls of 
the diverticula; while in the Echinodermata the walls of the diver- 
ticula only give rise to the vaso-peritoneal epithelium, the remainder 
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of the mesoblast being derived from amoeboid cells which spring 
from the walls of the archenteron before the origin of the vaso- 
peritoneal outgrowths (figs. 199 and 210). 

Reserving for the moment the question as to what conclusions 
can be deduced from the above facts as to the origin of the meso- 
blast, it is important to determine how far. the facts of embryology 
warrant us in supposing that iu the whole of the triploblastic forms 
the body cavity originated from the alimentary diverticula. There 
can be but little doubt that the mode of origin of the mesoblast in 
many Vertebrata, as two solid plates split off from the hypoblast, in 

which a cavity is secondarily 
developed, is an abbreviation of 
the process observable in Am- 
phioxus; but this process ap- 
proaches in some forms of Ver- 
tebrata to the ingrowth of the 
mesoblast from the lips of the 
blastopore. 

It is, therefore, highly pro- 
bable that the paired ingrowths 
of the mesoblast from the lips 
of the blastopore may have been 
in the first instance derived from 
a pair of archenteric diverticula. 
This process of formation of the 
mesoblast is, as may be seen by 
reference to the summary, the 
most frequent, including as it 
does the Chsetopoda, the Mol- 
lusca, the Arthropoda, &c.^ 

While there is no diflSculty in 
the view that the body cavity may 
have originated from a pair of enteric diverticula iu the case of the forms 
where a body cavity is present, there is a considerable difficulty in holding 
this view, for forms in which there is no body cavity distinct from the ali- 
mentary diverticula. 

Of these types the Platyelminthes are the most striking. It is, no 
doubt, possible that a body cavity may have existed in the Platyelminthes, 
and become lost ; and the case of the Discophora, which in their muscular 



Fig. 213. Two sections op a young 
Elasmobranch embryo, to shew the me- 

SOBI.AST SPLIT OIF AS TWO LATERAL MASSES 
FROM THE HYPOBLAST, 

mg, medullary groove ; ep, epiblast; m. 
mesoblast; hy. hypoblast; n.al, cells 
formed around the nuclei of the yolk which 
have entered the hypoblast. 


^ The wide occurrence of this process was first pointed out by Babl. He holds, 
however, a peculiar modification of the gastraja theory, for which I must refer the 
reader to his paper (No. “ 284 ); according to this theory the mesoblast has sprung from a 
zone of cells of the blastosphere, at the junction between the cells which will be 
invaginated and the epiblast cells. In the bilateral blastosphere, from which he holds 
that all the higher forms (Bilateralia) have originated, these cells had a bilateral 
arrangement, and thus the bilateral origin of the mesoblast is explained. The origin 
of the mesoblast from the lips of the blastopore is explained by the position of its 
mother-cells in the blastosphere. It need scarcely be said that the views already put 
forward as to the probable mode of origin of the mesoblast, founded on the analogy of 
the Cffilenterata, are quite incompatible with Babl’s theories. 
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ind connective tissue systems as well as in the absence of a body cavity 
•esemble the Platyelminthes, may be cited in favour of this view, in that, 
>eing closely related to the Chsetopoda, they are almost certainly descended 
Tom ancestors with a true body cavity. The usual view of the primi- 
iive character of the Platyelminthes, which has much to support it, is, 
lowever, opposed to the idea that the body cavity has disappeared. 

If Kowalevsky^ is right in stat- 
ng that he has found a form inter- 
nediate between the Ccelenterata 
ind the Platyelminthes, there will 
)e strong grounds for holding that 
)he Platyelminthes are, like the 
Joelenterata, forms the ancestors of 
vhich were not provided with a 
3ody cavity. 

Perhaps the triploblastica are 
jomposed of two groups, viz. (1) a 
nore ancestral group (the Platyel* 
ninthes), in which there is no body 
lavity as distinct from the alimen- 
iary, and (2) a group descended from 
hese, in which two of the aliineii- 
ary diverticula have become sepa- 
‘ated from the alimentary tract to 
orm a body cavity (remaining tri- 
doblastica). However this may be, 
be above consideratiojis are sufficient 
o shew how much there is that is 
till obscure with reference even to the body cavity. 



Fm. 214. Section thkough an em- 
bryo OF AoELENA n\BYRINTHICA. ^ 

Tlie section is represented with the 
ventral plate upwards. In the ventral 
plate is seen a keel-like thickening, which 
gives rise to the main mass of the mesc- 
blast. 

yk. yolk divided into large polygonal 
cells, in several of which are nuclei. 


If embryology gives no certain sound as to the questions just 
aised with reference to the body cavity, still less is it to be hoped 
hat the remaining questions with reference to the origin of the 
nesoblast can be satisfactorily answered. It is clear, in the first 
dace, from an inspection of the summary given above, that the 
)rocess of development of the mesoblast is, in all the higher forms, 
^ery much abbreviated and modified. Not only is its differentiation 
datively deferred, but it does not in most cases originate, as it must 
lave done to start with, as a more or less continuous sheet, split off 
torn parts of one or both the primary layers. It originates in most 
jases from the hypoblast, and although the considerations already 
irged preclude us from laying very great stress on this mode of 
)rigin, yet the derivation of the mesoblast from the walls of archenteric 
)utgrowths suggests the view that the whole, or at any rate the greater 
3art, of the mesoblast primitively arose by a process of histogenic differ- 
mtiation from the walls of the archenterou or rather from diverticula 


1 Zoologischer Anzeicier, No. 52, p. 140. This form has been named by Kowalevsky 
Jmloplana MetHchnikowii. Kowalevsky’s description appears, however, to be quite 
lompatible with the view that this form is a creeping Ctenophor, in no way relate to 
he Turbellariaus. 
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of these walls. This view, which was originally put forward by 
myself (No. 260), appears at first sight very improbable, but if the 
statement of the Hertwigs (No. 270), that there is a large develop- 
ment of a hypoblastic muscular system in the Actinozoa, is well 
founded, it cannot be rejected as impossible. Lankester (No. 279), 
on the other hand, has urged that the mode of origin of the rneso- 
blast in the Echinodermata is more primitive ; and that the amoeboid 
cells which here give rise to the muscular and connective tissues re- 
j resent cells which originally arose from the whole inner surface of 
the epiblast. It is, however, to be noted that even in the Echino- 
dermata the amoeboid cells actually arise from the hypohlast, and 
their mode of origin may, therefore, be used to support the view that 
the main part of the muscular system of higher types is derived from 
the primitive hypoblast. 

The great changes which have taken place in the development 
of the mesoblast would be more intelligible on this view than on the 
view that the major part of the mesoblast primitively originated 
from the epiblast.* The presence of food-yolk is much more frequent in 
the hypoblast than in the epiblast ; and it is well known that a large 
number of the changes in early development are caused by food-yolk. 
If, therefore, the mesoblast has been derived from the hypoblast, 
many more changes might be expected to have been introduced into 
its early development than if it had been derived from the epiblast. 
At the same time the hypoblastic origin of the mesoblast would 
assist in explaining how it has come about that the development of 
the nervous system is almost alw^ays much less modified than that 
of the mesoblast, and tliat the nervous system is not, as might, on 
the grounds of analogy, have been anticipated, as a rule secondarily 
developed in the mesoblast. 

The Hertwigs have recently sugge.sted in their very interesting memoir 
(No. 271) that the Triploblastica are to be divided into two phyla, (1) the 
Enterocoela, and (2) the Pseudocoela; the former group containing the 
Cha3topoda, Gepliyrea, Brachiopoda, Neniatoda, Arthropoda, Echinoder- 
inata, Enteropneusta and Chordata; and the latter the Mollusca, Polyzoa, 
the Rotifera, and Platyelminihes, 

The Enterocoela are forms in which the primitive alimentary diver- 
ticula have given origin to the body ca vity, wliile the major part of the 
muscular system has originated from the epithelial walls of these diver- 
ticula, part however being in many cases also derived from the amoeboid 
cells, called by them mesenchyme, by the second process of mesoblastio 
differentiation mentioned on p. 287. 

In the Pseudocoela the muscular system has become differentiated from 
mesenchyme cells ; while the body cavity, where it exists, is merely a 
split in the mesenchyme. 

It is impossiiJe for me to attempt in this place to state fully, or do 
justice to, the original and suggestive views contained in this paper. The 
general conclusion T cannot however accept. The views of the Hertwigs 
depend to a large extent upon the supposition that it is ixjssible to dis- 
tinguish histologically muscle cells derived from epithelial cells, from those 



ORIGIN OF THE GERMINAL LAYERS. 


297 


derived from mesenchyme cells. That in many cases, and strikingly so in 
the Chordata, the muscle cells retain clear indications of their primitive 
origin from epithelial cells, I freely admit ; but I do not believe either 
that its histological character can ever be conclusive as to the non- 
epithelial origin of a muscle cell, or that its derivation in the embiyo 
from an indifferent amoeboid cell is any proof that it did not, to start 
with, originate from an epithelial cell. 

I hold, as is clear from the preceding statements, that such immense 
secondary modifications have taken place in the development of the meso- 
blast, that no such definite conclusions can be deduced from its mode of 
development as the Hertwigs suppose. 

In support of the view that the early character of embryonic cells is 
no safe index as to their phylogenetic origin, I would point to the few 
following facts. 

(1) In the Porifera and many of the Coelenterata (Eucope polystyla, 
Geryouia, ckc.) the hypoblast (endoderm) originates from cells, which ac- 
cording to the He* twigs’ views ought to be classed as mesenchyme. 

(2) In numerous instances muscles which have, phylogenetically, an 
undoubted epithelial origin, are ontogenetically derived from cells which 
ought to be classed as mesenchyme. The muscles of the head in all the 
higher Vertebrata, in which the head cavities have disappeared, are 
examples of this kind; the muscles of many of the Tracheata, notably the 
Araneina, must also be placed in the same category. 

(3) The Mollusca are considered by the Hertwigs to be typical Pseudo- 
coela. A critical examination of the early development of the mesoblast 
in these forms demonstrates however that with reference to the mesoblast 
they must be classed in the same group as the Oha^topoda. The mesoblast 
(Vol. I. p, 188) clearly originates as two bands of cells which grow 
inwards from the blastopore, and in some forms (Paludina, Vol. i. fig. 
107) become divided into a splanchnic and somatic layer, with a body 
cavity between them. All these processes are such as are, in other in- 
stances, admitted to indicate Enterocoelous affinities. 

TJje subsequent conversion of the mesoblast elements into amoeboid 
cells, out of which branched muscles are formed, is in my o|)inioii simply 
due to the envelopment of the soft Molluscan body within a hard shell. 

In addition to these instances I may point out that the distinction be- 
tween the Pseudocoela and Enterocmla utterly breaks down in the case of the 
Discophora, and the Hertwigs have made no serious attempt to discuss the 
characters of this group in the light of their theory, and that the derivation 
of the Echinoderm muscles from mesenchyme cells is a difficulty which is 
very slightly treated. 

II. Larval forms: their nature, origin and affinitii»:s. 

Preliminary considerations. In a general way two types of 
development may be distinguished, viz. a foetal type and a larval 
type. In the foetal type animals undergo the whole or nearly the 
whole of their development within the egg or within the body of the 
parent, and are hatched in a condition closely resembling the adult; 
and in the larval type they are born at an earlier stage of develop- 
ment, in a condition differing to a greater or less extent from tlie 
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adult, and reach the adult state either by a series of small steps, or 
by a more or less considerable metamorphosis. 

The satisfactory application of embryological data to morphology 
depends upon a knowledge of the extent to which the record of 
ancestral history"^ has been preserved in development. Unless 
secondary changes intervened this record would be complete; it 
becomes therefore of the first importance to the embryologist to 
study the nature and extent of the secondary changes likely to occur 
in the foetal or the larval state. 

The principles which govern the perpetuation of variations which 
occur in either the larval or the foetal state are the same as those 
for the adult condition. Variations favourable to the survival of the 
species are equally likely to be perpetuated, at whatever period of 
life they occur, prior to the loss of the reproductive powers. The 
possible nature and extent of the secondary changes which may have 
occurred in the developmental history of forms, which have either a 
long larval existence, or which are bom in a nearly complete con- 
dition, is primarily determined by the nature of the favourable 
variations which can occur in each case. 

Where the development is a fcetal one, the favourable variations 
which can most easily occur are — (1) abbreviations, (2) an increase 
in the amount of food-yolk stored up for the use of the developing 
embryo. Abbreviations take place because direct development is 
always simpler, and therefore more advantageous ; and, owing to the 
fact of the foetus not being required to lead an independent existence 
till birth, and of its being in the meantime nourished by food-yolk, 
or directly by the parent, there are no physiological causes to pre- 
vent the characters of any stage of the development, which are of 
functional importance during a free bat not during a fcetal existence, 
from disappearing from the developmental history. All organs of 
locomotion and nutrition not required by the adult will, for this 
reason, obviously have a tendency to disappear or to be reduced in 
foetal developments; and a little consideration will shew that the 
ancestral stages in the development of the nervous and muscular 
systems, organs of sense, and digestive system will be liable to drop 
out or be modified, when a simplification can thereby be effected. The 
circulatory and excretory systems will not be modified to the same 
extent, because both of them are usually functional during foetal life. 

The mechanical effects of food-yolk are very considerable, and 
numerous instances of its influence will be found in the earlier 
chapters of this work^ It mainly affects the early stages of de- 
velopment, i,e, the form of the gastrula, &c. 

The favourable variations which may occur in the free larva are 
much less limited than those which can occur in the foetus. Secondary 
characters are therefore very numerous in larvae, and there may even 
be larvae with secondary characters only, as, for instance, the larvae 
of Insects. 

’ For numerous instances of this kind, vide Chapter xi. of Vol. ii. 
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In spite of the liability of larvae to acquire secondary characters, 
there is a powerful counter-balancing influence tending towards the 
preservation of ancestral characters, in that larvae are necessarily 
compelled at all stages of their growth to retain in a functional state 
such systems of organs, at any rate, as are essential for a free and 
independent existence. If thus comes about that, in spite of the 
many causes tending to produce secondary changes in larvae, there 
is always a better chance of larvae repeating, in an unabbreviated 
form, their ancestral history, than is the case with embryos, which 
undergo their development within the egg. 

It may be further noted as a fact which favours the relative 
retention by larvae of ancestral characters, that a secondary larval 
stage is less likely to be repeated in development than an ancestral 
stage, because there is always a strong tendency for the former, 
which is a secondarily intercalated link in the chain of development, 
to drop out by the occurrence of a reversion to the original type of 
development. 

The relative chances of the ancestral history being preserved in 
the foetus or the larva may be summed up in the following way : — 
There is a greater chance of the ancestral history being lost in forms 
which develo p in th e egg; and of its being masked in those which 
are hatched aiTla fv^. 

The evidence from existing forms undoubtedly confirms the 
% priori considerations just urged \ This is well shewn by a study 
of the development of Echiiiodermata, Nemertea, Mollusoa, Crustacea, 
and Tunicata. The free larvaj of the four first groups are more 
similar amongst themselves than the embryos which develop directly, 
and since this similarity cannot be supposed to be due to the larvae 
having been modified by living under precisely similar conditions, 
it must be due to their retaining common ancestral characters. In 
bhe case of the Tunicata the free larvae retain much more completely 
than the embryos certain characters such as the notochord, the 
j^erebrospinal canal, etc., which are known to be ancestral. 

Ty^S of LarvSB. — Although there is no reason to suppose that 
^ill larval forms are ancestral, yet it seems reasonable to anticipate 
that a certain number of the known types of larvm would retain the 
characters of the ancestors of the more important phyla of the animal 
kingdom. 

Before examining in detail the claims of various larvse to such a 
character, it is necessary to consider somewhat more at length the 
kind of variations which are most likely to occur in larval forms. 


^ It has long been known that land and freshwater forms develop without a 
netamorphosis much more frequently than marine forms. This is probably to be 
jxplained by the fact that there is not the same possibility of a land or freshwater 
(pecies extending itself over a wide area by the agency of free larv®, and there is, 
herefore, much less advantage in the existence of such larvsB; while the fact of such 
arvae being more liable to be preyed upon than eggs, which are either concealed, or 
carried about by the parent, might render a larval stage absolutely disadvantageous. 
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It is probable a piiori that there are two kinds of larvae, which 
may be distinguished as primary and lar vae. Primary 

larvae are more or less modified ancestral form~s7 which have continued 
uninterruptedly to develop as free larvae from the time when they 
constituted the adult form of the species. Secondary larvae are those 
which Lave become introduced into the ontogeny of species, the 
young of which were originally hatched with all the characters of the 
adult ; such secondary larvae may have originated from a diminution 
of food-yolk in the egg and a consequently earlier commencement 
of a free existence, or from a simple adaptive modification in the just 
hatched young. Secondary larval forms may resemble the primary 
larval forms in cases where the ancestral characters were retained 
by the embryo in its development within the egg; but in other 
instances tlieir characters are probably entirely adaptive. 

Causes teiiding to produce secondary changes in larvw . — The modes 
of action of natural selection on larvae may probably be divided more 
or less artificially into two classes. 

1. The changes in development directly produced by the existence 
of a larval stage. 

2. The adaptive changes in a larva acquired in the ordinary 
course of the struggle for existence. 

The changes which come under the first head consist essentially 
in a displacement in the order of development of certain organs. 
There is always a tendency in development to throw back the 
differentiation of the embryonic cells into definite tissues to as late 
a date as possible. This takes place in order to enable the changes 
of form, which every organ undergoes, in repeating even in an 
abbreviated way its phylogenetic history, to be effected with the 
least expenditure of energy. Owing to this tendency it comes about 
that when an organism is hatched as a larva many of the organs are 
still in an undifferentiated state, although the ancestral form which 
this larva represents had all its organs fully differentiated. In order, 
however, that the larva may be enabled to exist as an independent 
organism, certain sets of organs, e.g. the muscular, nervous, and 
digestive systems, have to be histologically differentiated. If the 
period of foetal life is shortened, an earlier differentiation of 
certain organs is a necessary consequence; and in almost all cases 
the existence of a larval stage causes a displacement in order of 
development of organs, the complete differentiation of many organs 
being retarded relatively to the muscular, nervous, and digestive 
systems. 

The possible changes under the second head appear to be un- 
limited. There is, so far as I see, no possible reason why an indefinite 
number of organs should not be developed in larvae to protect them 
from their enemies, and to enable them to compete with larvae of 
other species, and so on. The only limit to such development 
appears to be tlie shortness of larval life, which is not likely to be 
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prolonged, since, ceteHs paribus^ the more quickly maturity is reached 
the better it is for the species. 

A very superficial examination of marine larvse shews that there 
are certain peculiarities common to most of them, and it is important 
to determine how far such peculiarities are to be regarded as adaptive, 
j^mqst all marine larvae are provided with well-developed organs of 
focomotion,^ and transp arent bodies. These two features are precisely 
those ^ich it Islmosr essenHaTTor such larvae to have. Organs of 
locomotion are important,' rdT'order that larvae may be scattered as 
widely as possible, and so disseminate the species ; and transparency 
is very important in rendering larvae invisible, and so less liable to 
be preyed upon by their numerous enemies \ 

These considerations, coupled with the fact that almost all 
free-swimming animals, which have not other special means of 
protection, are transparent^^ seem to shew that the transparency of 
lair® at all events is adaptive ; and it is probable that organs of 
locomotion are in many cases specially developed, and not ancestral. 

Various spinous processes on the larvae of Crustacea and Teleostei 
are also examples of secondarily acquired protective organs. 

These general considerations are sufficient to form a basis for the 
discussion of the characters of the known types of larvae. 

The following table contains a list of the more important of sucli 
larval forms : 

Dicyemid-®. — The Infusoriform larva (vol. i. fig. 62). 

PoBiFBRA. — (a) The Amphiblastula larva (fig, 216), with one-half of the body 
ciliated, and the other half without cilia; (b) an oval uniformly ciliated larva, which 
may be either solid or have the form of a vesicle., 

CcELENTERATA. — The ^ftnuja (fig. 216). OuvwvvvCAr 

Turbellaria —(a) The eight-lobed larva of Muller (fig. 222); (6) the larvas of Gotte 
and Mets^nikoffj^ with some Pilidium characters. 

Nemertea — The Pilidium (fig, 221). 

Trematoda. — The Cercarla. 

Botifkra. — The T rochosphere-liko.larvgB of Bracluonus (fig. 217) and Lacinularia. 

Mollusca. — The Trochosphere larva (fig. ’^ISh'ahdT the subsequent' Yeliger larva 
(fig. 219). 

Brachiopoda. — The three-lobed larva, with a postoral ring of cilia (fig. 220). 

PoLYzoA. — A larval form with a single ciliated ring surrounding the mouth, and an 
aboral ciliated ring or disc (fig. 228). 

CH®TOPODA.--Various larval forms with many characters like those of the molluscan 
Trochosphere, frequently with distinct transverse bands of cilia. They are classified 
as Atroclue, Mesotroch®, T^lotrochae (fig. 225 a and fig. 226), Polytroch aB, and 
Mqnotrochgs (fig. 225 b). 

*"1Srphyrea Nuba. — Larval forms like those of preceding groups. A specially 
characteristic larva is that of Echiurus (fig. 227). 

Gephyrea Tubioola. -A ctinotro cha (fig. 230), with a postoral ciliated ring of 
arms. 

Myriapoda. — A functionally hexapodous larval form is common to all the Chilognatha 
(vol. I. fig. 174). 

Insecta. — Various secondary larval forms. 

Crustacea.— T he ^uplius (vol. i. fig. 208) and the Zoaea (vol, i. fig. 210). 

^ The phosphorescence of many larvaB is very peculiar. I should have anticipated 
that phosphorescence would have rendered them much more liable to be captured by 
the forms which feed upon them ; and it is difficult to see of what advantage it can be 
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Boboiiodbbmata. — The Aurioularia (fig. 223 a), the Bipinnad a (fig. 223 b), and _the 
Hntens (fig. 224), and the transversely-ringed larvee of cS^ISea (vol. i. fig. 268). The 
IBree first of which can be reduced to a common type (fig. 231 o). 

EnteROBNEUSTA.^ — T^ firnariA (fig. 229). 

Urochorda (Tunicata). — The tadpole- like larva (vol. ii. fig. 8). 

Ganoidei. — A larva with a disc with adhesive papillas in front of the mouth (vol. it. 
fig. 67). 

Anurous Amphibia. — The tadpole (vol. ii. fig. 80). 

Of the larval forms included in the above list a certain number 
are probably without aflSnities outside the group to which they 
belong. This is the case with the larva3 of the Myriapoda, the 
Crustacean larvae, and with the larval forms of the Chordata. I 
shall leave these forms out of consideration. 



Fig. 216. Two frke stages in the development op Sycandra raphanttr. 
(After Schultze.) 

A. Amphiblastula stage. 

B. Stage after the ciliated cells have commenced to be invaginated. 

e.8. segmentation cavity; ec. granular epiblast cells ; en. ciliated hypoblast cells. 


There are, again, some larval forms which may possibly turn out 
hereafter to be of importance, but from which, in the present state of 
our knowledge, we cannot draw any conclusions. The infusoriform 
larva of the Dicyeraidse, and the Cercaria of the Trematodes, are such 
forms. 

Excluding these and certain other forms, we have finally left for 
consideration the larvae of the Coelenterata, the Turbellaria, the 
Rotifera, the Nemertea, the Mollusca, the Polyzoa, the Brachiopoda, 
the Chaetopoda, the Gephyrea, the Echinodermata, and the Entero- 
pneusta. 

The Iary« of these forms can be divided into ^vo group s. The 
one group contains the larva o^^ or l^lanula, the other 

ffrbnp lEe larvae of all the other forms” 
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Pla>nula (fig. 210) is cliaractorised by its extreme simplicity. 



Fi<}. 210. Three larval stages of Eucoi'k im)lvstyi;A. (After Kowalevsky.) 

A. Blastosphere stage with hypoblast spliercs becoming bndcleci into the cential 
cavity . 

13. Planula stage with solid hypoblast. 

C. Planula stage -with a gastric cavity. 

e}). epihlast; Jty. hypoblast; (ih gastric cavity. 

It is a two-layered orgmiism, with a 
form varying from cylindrical to oval, 
jtiid usually a radial symmetry. So 
long as it remains five it is not 
usually provided with a mouth, and 
it is as yet uncertain whether or 
no the absence of a mouth is to b(‘ 
recfarded as an ancestral character. 

The Planula is very probably the an- 
cestral form of the Ccelenterata. 

The larvse of almost all the other 
groups, although they may be sub- 
divided into a series of very distinct 
types, yet agree in the possession of 
certain common characters*. There 
is a more or less dome-shaped ders;d 
surface, and a ffiitte nod of cone; i v c 
vential sm‘l;ice, (‘ontaining the open- 
ing of the month, and usually ex- 
tending posteriorly to the opening of 
the atius, when such is present. 

The dorsal dome is continued in 
front of the 'mouth to form a larg e prceoral lobe. 



Fiu. 217. Embryo of Bbaciiioni s 

rjU'l'or.ARIS, SHOR'l'LY BKl-OKH IT IS 

HATt'iii'D. (After Salon sky.) 

rn. mouth; ms. masticatory appa- 
ratus; me. mesenteron ; an. anus; 
Id. lateral gland; or. ovary; t. tail 
(foot) ; tr. trochal disc ; sg. supra- 
(Ksopbageal ganglion . 


1 The larva of ilio Brachiopoda does not possess most of the characters mentioned 
below. It is j)r()bably, all the same, a highly differentiated larval form belonging to this 
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There is usually present at first^an uniform covering of cilia; but 
in the later larval stages thefe are almost always formed defiiiitc^ 
bands or rings of long cilia, by which locomotion is elfected. Tliese 
bands are ofttm ])rodnc('d into arm-like ]>rocesses. 

The alimentary canal has, typically, the form of a bent tube with 
a ventral concavity, constituted (when an anus is present) of three 
sections, viz. an cesophagus, a stomach, and a rectum. The a\so- 
phagus and sometimes the rectum are epiblastic in origin, while the 
stomach always and the rectum usually are derived from the hypo- 
blast'. 

To the above characters may be added a glass-like transparency ; 

and the presence o-f a wid- 
ish space possibly tilled 
with gelatinous tissue, and 
often traversed by contrac- 
tile cells, between the alb 
mentary tract and the body 
wall. 

Considering the very 
profound differences which 
exist between many of 
these larvae, it may seem 
that the characters just 
enumerated are hardly suf- 
ficient to justify my group- 
ing them together. It is, 
however, to be borne in 
mind that my grounds for 
doing so depend quite as 
much upon the fact that 
they constitute a series 


Fig. 218. Diaobam or an emuryo or Plkubo- 
BRANCHiDiuM. (From Lankester.) 

/.foot; ot. otocyst; m. mouth; velum; ng. 
nerve ganglion ; ry. residual yolk spheres ; shs. 
shell-gland; /. intestine. 



Fig. 219. Larv.e of CEPHAiiOPHOBOUS Mollusca in the velioeb stage. 
(From Gegenbaur.) 

A. and B. Earlier and later stage of Gasteropod. C. Pteropod (Cymbulia). 
V. velum; c. shell; p. foot; op. operculum; t. tentacle. 


1 There is some uncertainty as to the development of the oesophagus in the Echino- 
dermata, hut recent researches a])]M‘ari() indicate that it is developed from the hypoblast. 
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without any great breaks in it, as upon the ('xistoneo‘ of elin meters 
eomtnon to the whole of them. It is also 
worth noting that most of the characters 
which have been enumerated as common to 
the whole of these larva3 are not such second- 
ary characters as (in accordance with the 
considerations used above) might be expected 
to arise from the fact of their being sub- 
jected to nearly similar conditions of life. 

Their transparency is, no doubt, such a 
secondary character, and it is not impossible 
that the existence of ciliated bands may be 
so also ; but it is (piite possible that^u, as 
I suppose, these larva3 reproduce the cha- 
racters of some ancestral form, this form may 
have existed at a time when all marine 
animals were free-swimming, and that it 
may, therefore, have been provided with at 
least one ciliated band. 

The detailed consideration of the charac- 
ters of these larvae, given below, supports 
this view. 

This great chiss of larvae may, as already 
stated, be divided into a series of minor subdivisions, 
divisions are the following : 

1. The Pilidium Group. — This group is characterised by the 
mouth being situated nearly in the centre of the ventral surface, and 
by the absence of an anus. It includes the Pilidium of the Nemer- 



Fia. 220. Lahva of Ar- 
cjioPK. (From (legenbaur; 
after Kowalevsky.) 

m. mantle ; b. setae ; 
d. arclicnteron. 


These sub- 



Fio. 221 . Two STAGES IN THE DEVELOPMENT OF PiLiDiUM. (After Mctscbnikoff.) 
ae. archenteron ; oe. oesophagus; st. stomach; am. amnion; jir.d. prostomial 
disc; po.d^ metastomial disc; c.s. cephalic sack (lateral pit). 


n. K. Ti. 
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rilE TROCIIOSPIIERK GROUP. 


tines (iig. 221), and the various larvae of marine Dendroccela (fig. 
222). At the apex of the })neoral Jobe a tliickening of epiblast may 
b^) present, from which (fig. 232) a contractile cord sometimes passes 
to the CBSophagns. 

2. The Echinoderm Group. — This group (figs. 223, 224 and 
231 C) is characterised by the presence of a longitudinal 

band of cilia, by the absence of special sense organs in the praeoral 
region, and by the development of the body-cavity as an outgrowth 
of the alimentary tract. The tliree typical divisions of the alimen- 
tary tract are present, and there is a more or less developed pra^oral 
lobe. This group only includes the larvie of the Echinoderrnata. 

3. The Trochosphere Group. — This group (figs. 225, 226) is 
characterised by the presence of a pra3oral ring of long cilia, the 
region in front of whicli forms a great part of the prjEoral lobe. The 
mouth opens immediately behind the prseoral ring of cilia, and there 



Fid. A. Larva of FiUUYLEPTA auriculata immkdjatkia' after hatching. 

Yiewki) from j he SI]))',, (After Hallez.) m. mouth. 

B. Memo; ITS Li rbfi.larian larva (probarly Thyhanozoon). Viewed from the 
vHNTRAi; sTn£FA<’F. (After Miillor. ) Tlie ciliated band in represented by the black line. 
m. mouth; u.J. iipi)er lip. 


is very often a second ring of short cilia parallel to the main ring, 
immediately behind the mouth. The function of the ring of short 
cilia is nutritive, in that its cilia are employed in bringing food to 
the mouth ; while the function of the main ring is locomotive. A 
perianal patch or ring of cilia is often present (fig. 225 A), and in 
many forms intermediate rings are developed between the prseoral 
and perianal rings. 

The pneoral lobe is usually the seat of a special thickening of 
epiblast, which gives rise to the supra-oesophageal ganglion of the 
adult. On this lobe optic organs are very often developed in con- 
nection with the supra-oesophageal ganglion, and a contractile band 
frequently passes from this region to the oevsophagus. 
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Ihe alimentary tract is formed of the three typical divisions. 

The body cavity is not developed directly as an outgrowth of the 
alimentary tract, though tlie pro- 


cess by which it originates is very 
probably secondarily modified 
from a pair of alimentary out- 
growths. 

Paired excretory organs, open- 
ing to the exterior and into the 
body cavity, are often present 
(fig. 226 nph). 

This type of larva is found in 
the Rotifera (fig. 217) (in which 
it is preserved in the adult state), 
the Chsetopoda (figs. 225 and 


A. B 



226), the Mollusca (fig. 218), the Fm. 223. A. Thk LAKVA OF A HOLO- 


Gephyrea nuda (fig. 227), and 
the Polyzoa (fig. 228) \ 

4. Tomaria. — This larva 

(fig. 229) is intermediate in most 


THUROID. 

B. The larva of an Asteroid. 
m. mouth; u. stomach; a. anus; l.c. 
primitive longitudinal ciliated hand; pr.c. 
praeoral ciliated band. 


of its characters between the 


larvae of the Echinodcrmata (more especially the Bipinnaria) and the 
Trochosphere. It resembles Echinoderm larvae in the possession of 
a longitudinal ciliated band (divided into a praeoral and a postoral 
ring), and in the derivation of the body cavity and water-vascular 
vesicle from alimentary diverticula ; and it resembles the Trocho- 
sphere in the presence of sense organs on the praeoral lobe, in the 
existence of a perianal ring of cilia, and in the possession of a con- 
tractile band passing from the praeoral lobe to the oesophagus. 

5* Actinotrocha. — The remarkable larva of Phoronis (fig. 230), 


know'n as Actinotrocha, is charac- 
terised by the presence of (1) a post- 
oral and somewhat longitudinal cili- 
ated ring produced into tentacles, and 
(2) a perianal ring. It is provided 
with a proeoral lobe, and a terminal 
or somewhat dorsal anus. 

6. The larva of the Brachio- 
poda articulata (fig. 220). 

The relationships of the six types 
of larval forms thus briefly charac- 



terised have been the subject of aeon- Fio. 224. A larva of STuoN<iY- 
siderable amount of controversy, and ^‘Ockntuus. (From Agassiz.) 


the following suggestions on their af- 
finities must be viewed as somewhat 
speculative. The Pilidium type of 


?n. mouth; a. anus; o. oesophagus; 
d. stomach; c. intestine; v'. and v. 
ciliated ridges ; u\ water- vascular 
tube ; r. calcareous rods. 


^ For a discussion as to the structure of the Polyzoon larva, vide Vol. i. p. 253. 

20—2 
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ORIGIN OF PILIDIUM LARVA, 


larva is in some important respects less highly differentiated than the 
larvae of the five other groups. It is, in the first place, without an 
anus ; and there are no grounds for supposing that the anus has 
Become lost by retrogressive changes. If for the moment it is granted 
that the Pilidium larva represents more nearly than the larvae of the 
other groups the ancestral type of larva, what characters are we led 
to assign to the ancestral form which this larva repeats ? 

In the first place, this ancestral 
form, of which fig. 231 A is an 
ideal representation, would appear 
to have had a dome-shaped body, 
with a flattened oral surface and 
a rounded aboral surface. Its 
symmetry was radial, and in the 
centre of the flattened oral surface 
was placed the mouth, and round 
its edge was a ring of cilia The 
passage of a Pilidium-like larva 
into the vermiform bilateral Platy- 
elminth form, and therefore it 
may be presumed of the ancestral 
form which this larva repeats, is 
effected by the larva becoming 
more elongated, and by the region 
between the mouth and one end of the body becoming the prseoral 
region, and by an outgrowth between the mouth and the opposite 
end developing into the trunk, an anus 
becoming placed at its extremity in the 
higher forms. 

If what has been so far postulated is 
correct, it is clear that this primitive larval 
form bears a very close resemblance to a 
simplified free-swimming Coelenterate (Me- 
dusa), and that the conversion of such a 
radiate form into the bilateral took 
place, not by the elongation of the aboral 
surface, and the formation of an anus there, 
but by the unequal elongation of the oral 
face, an anterior part, together with the 
dome above it, forming a praeoral lobe, and 
a posterior outgrowth the trunk (figs. 226 
and 233); while the aboral surface became 
the dorsal surface. 

This view fits in very well with the anatomicalf resemblances 
between the Coelenterata and the Turbellaria', and shews, if true, 

* Vide Vol. I. pp. 148 and 158. In this connection attention may be called to 
Caloplana MeUchnikowei, a form descril)ed by Kowalevsky, Zoologischer Anzeiger^ No, 



Fig. 226. Polygobdiuh 
LAEVA. (After Hatschek.) 

m. mouth; sg, supra-oeso- 
phajgeal ganglion ; nph. ne- 
phridion ; me.p, mesoblastic 
band; an. anus; ol. stomach. 



Fig. 225. Two Ch^topod larvae. 
(From Gegenbaur.) 

o. mouth; i. intestine; a, anus; v. 
praeoral ciliated band ; to. perianal cilia- 
ted band. 
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that the ventral and median position of the mouth in many Turbel- 
laria is the primitive one. 

The above suggestion as to the mode of passage from the radial into the 
bilateral form diflFers largely from 
that iisually held. Lankester*, for 
instance, gives the following ac- 
count of this passage : 

“ It has been recognised by 
various writers, but notably by 
Gegenbaur and Haeckel, that a 
condition of radiate symmetry 
must have preceded the condition 
of bilateral symmetry in animal 
evolution. The Diblustiila may be 
conceived to have been at first 
absolutely spherical with spherical 
symmetry. The establishment of 
a mouth led necessarily to the 
establishment of a structural axis 
passing through the mouth, around 227. Larva of Echiurus. (After 

which axis the body was arranged Zalensky.) 

witli radial symmetry. Tl.is con- an. anus; >g. snpra-cesoplia- 

dition IS more or less perfectly . 

maintained by many Coelenterates, and is reassumed by degradation of 
higher forms (Echinoderms, some Cirrhi^^edes, some Tunicates). The lu'xt 
step is the differentiation of an upper and a lower surface in rc'lation 
to the horizontal position, with mouth placed anteriorly, assumed by the 
organism in locomotion. With the differentiation of a superior and inbu ior 
surface, a right and a left side, complementary one to the oth(*r, aiMi 
necessarily also differentiated. Thus the organism becomes bilaterally 
symmetrical. The Cmlentera are not wanting in indications of this 
bilateral symmetry, but for all other higher gjoups of animals it is a 
fundamental character. Probably the developimMit of a region in front of, 
and dorsal to tlu^ mouth, forming the /Vo.s/o- 
niium^ was accomplished pari witli tlu^ 

development of bilateral symmetry. In the 
radially symmetrical Coelentera we lind very 
commonly a series of lobes of the body- wall 
or tentacles produced equally — radial 
symmetry, that is to say — all round the 
mouth, the mouth terminating the main axis 
of the body — that is to say, the organism 
being Helostomiate.’ The later fundamental 
form, common to all animals above the Cm- 
lent(u-a, is attained by shifting what was the 
main axis of the body — so that it may be 


Cfft /jt 



Fid. 22M, Diagram of a 

L.AHVA OF I'lIF POLYZOA. 

hi. mouth; an. anus; st* 
stomach; s. ciliated disc. 



52, p. 140, as being intermediate between the Ctenophora and the Turbellaria. As 
already mentioned, there does not appear to me to be sufficient evidence to prove that 
this form is not merely a creeping Ctenophor. 

* Quart. Jaunt, o f Micr. Scietia’, Vol. xvii. jip. 422-3. 
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COMPARISON BETWEEN TYPES OF LARVJS. 


described now as the ‘enteric *axis; whilst the new main axis, that parallel 
with the plane of progression, passes through the dorsal region of the body 
running obliquely in relation to the enteric axis. Only one lobe or out- 
growth of those radially disposed in the telostomiate organisms now per- 
sists. This lobe lies dorsally to the mouth, and through it runs the new 
main axis. This lobe is the Proatomiumy and all the organisms which 
thus develop a new main axis, oblique to the old main axis, may be called 
prostomiate.’* 

It will be seen from this quotation that the aboral part of the body is 
supposed to elongate to form the trunk, while the prseoral region is derived 
from one of the tentacles. 


Before proceeding to further considerations as to the origin of the 
Bilateralia, suggested by the Pilidiuiri type of larva, it is necesssary 
to enter into a more detailed comparison between our larval forms. 

A very superficial consideration of the characters of these forms 
brings to light two important features in which they differ, viz. : 

(1) In the presence or absence of sense organs on the prseoral 
lobe. 


(2) In the presence or absence of outgrowths from the alimentary 
tract to form the body cavity. 

The larvae, of the Echinodermata and Actinotrocha (?) are without 
sense organs on the prae- 
oral lobe, while the other 
types of larvae are provided 
with them. Alimentary 
diverticula are character- 
istic of the larvae of the 
Echinodermata and of Tor- 
naria. 

If the conclusion al- 
ready arrived at to the 
effect that the prototype 
of the six larval groups 
was descended from a ra- 
diate ancestor is correct, it 
appears to follow that the 
nervous system, in so far 
as it was differentiated, 
had primitively a radiate 
form ; and it is also pro- 
bably true that there were 
alimentary diverticula in 

the form of radial pouches, 229. Two stages in the development 

two of which may have of Tornaria. (After Metschnikoff.) 
given origin to the paired The black lines represent the ciliated bands, 

diverticula which become m. mouth; an. anus; 6r. branchial cleft ; ht. 



the body cavity in such 
types as the Echinoder- 


heart ; c. body cavity between splanchnic and so- 
matic mesoblast layers; w. so-called water-vascular 
vesicle ; r. circular blood-vessel. 
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maba, Sagitta, etc. If these two points are granted, the further 
conclusions seem to follow — (1) that the ganglion and sense organs of 


the praeoral lobe were secondary struc- 
tures, which arose (perhaps as dilferentia- 
tions of an original circular nerve ring) 
after the assumption of a bilateral form ; 
and (2) that the absence of these organs 
in the larvae of the Echinodermata and 
Actinotrocha (?) implies that these larvae 
retain, so far, more primitive characters 
than the Pilidium. The same may be 
said of the alimentary diverticula. There 
are thus indications that in two important 
points the Echinoderm larvae are more 
primitive than the Pilidium. 

The above conclusions with reference 
to the Pilidium and Echinoderm larvae in- 
volve some not inconsiderable difficulties, 





and suggest certain points for further dis- 


Fio. 230. Actinotrocha. 


CUSSlon. (After Metschnikoff. ) 

In the first place it is to be noted w. mouth; a;i. anus, 

that the above speculations render it 

probable that the type of nervous system from which that found 
in the adults of the Echinodermata, Platyelminthes, Chaetopoda, 
Mollusca, etc., is derived, was a circumoral ring, like that of Medusae, 


A B 



.TTt 


Fio. 231. Three diagrams representing the ideal evolution of various 

LARVAL FORMS. 

A. Ideal ancestral larval form. 

B. Larval form from which the Trochosphere larva may have been derived. 

C. Larval form from which the typical Echinoderm larva may have been derived. 

m. mouth; an, anus; st, stomach; s.g. supra-cesophageal ganglion. 

The black lines represent the ciliated bands. 
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PRIMITIVE TYPE OF NERVOUS SYSTEM. 


with which radially arranged sense organs may have been connected ; 
and that in the Echinodermata this form of nervous system has been 
retained^ while in the other types it has been modified. Its anterior 
part may have given rise to supra-oesophageal ganglia and organs 
of vision ; these being developed on the assumption of a bilaterally 
symmetrical form, and the consequent necessity arising for the sense 
organs to be situated at the anterior end of the body. If this 
view is correct, the question presents itself as to how far the posterior 
part of the nervous system of the Bilateralia can be regarded as 
derived from the primitive radiate ring. 

A circumoral nerve-ring, if longitudinally extended, might give 
rise to a pair of nerve-cords united in front and behind — exactly 
such a nervous system, in fact, as is present in many Nemertines' (the 
Enopla and Pelagonemertes), in Peripatus®, and in primitive molluscan 
types (Chiton, Fissurella, etc.). From the lateral parts of this ring 
it would be easy to derive the ventral cord of the Chsetopoda and 
Arthropoda. It is especially deserving of notice in connection with 
the nervous system of the above-mentioned Nemertines and Peripatus, 
that the commissure connecting the two nerve-cords behind is placed 
on the dprsal side of the intestine. As is at once obvious, by referring 
to the diagram (fig. 231 B), this is the position this commissure ought, 
undoubtedly, to occupy if derived from part of a nerve-ring which 
originally followed more or less closely the ciliated edge of the body 
of the supposed radiate ancestor. 

The fact of this arrangement of the nervous system being found 
in so primitive a type as the Nemertines tends to establish the views 
for which I am arguing ; the absence or imperfect development of 
the two longitudinal cords in Turbellarians may very probably be due 
to the posterior part of the nerve-ring having atrophied in this group. 

It is by no means certain that this arrangement of the nervous 
system in some Mollusca and in Peripatus is primitive, though it 
may be so. 

In the larvae of the Turbellaiia the development of sense organs in the 
praeoral region is very clear (fig. 222 B); but this is by no means so obvious 
in the case of the true Pilidium. There is in Pilidium (fig. 232 A) a 
thickening of epiblast at the summit of the dorsal dome, which might seem, 
from the analogy of Mitraria, etc. (fig. 233), to correspond to the thickening 
of the pneoral lobe, which gives rise to the supra-oesophageal ganglion; but, 
as a matter of fact, this part of the larva does not apparently enter into 
the formation of the young Nemertine (fig. 232). The peculiar metamor- 
phosis, which takes place in the development of the Nemertine out of the 
Pilidium", may, perhaps, eventually supply an explanation of this fact; but 
at present it remains as a still unsolved difficulty. 

' Vide Hubrecht, ** Zur Anat. und Phys. d. Nerven-System. d. Nemertinen, ” ATtJn. 
Akad. Wise,, Amsterdam; and “Researches on the Nervous System of Nemertines,” 
Quart, Joum, of Micr, Science, 1880. 

* Vide P. M. Balfour, “On some points in the Anat. of Peripatus capensis,” Quart 
Joum. of Micr, Science, Vol. xix. 1879. 

s Vide Vol. i. p. 169. 
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The position of the flagellum in Pilidium, and of the supra-oesophageal 
ganglion in Mitraria, suggests a different view of the origin of the siipra- 
cesophageal ganglion from that adopted above. The position ot the ganglion 
in Mitraria corresponds closely with that of the auditory organ in Gteno- 
pbora; and it is not impossible that the two structures may have had a 
common origin. If this 
view is correct, we must 
suppose that the apex of 
the aboral lobe has be- 
come the centre of the 
prieoral field of the Pi- 
lidium and Trochosphere 
larval forhis* — a view 
which fits in very well 
with their structure 
(figs. 226 and 233). The 
whole of the questions 
concerning the nervous 
system are still very ob- 
scure, and until further 
facts are brought to light 
no definite conclusions 
can be arrived at. 


The absence of 
sense organs on the 
praeoral lobe of larval 
Echinoderrnata, cou- 
pled with the structure 
of the nervous system 
of the adult, points to 
the conclusion that the 
adult Echinoderrnata 
have retained, and not, 
as is now usually held, 
secondarily acquired, 
their radial symmetry ; 
and if this is admitted 
it follows that tjie ob- 
vious bilateral sym - 
metry of Echinoderm 
larvie is a secondary character . 

The bilateral symmetry l!)f many CmlenterO it^^ ]aryje_(thc. lO'^va ^ 
iEginopsis, of many Acraspeda. of Actinia. &c.), coupled with the fa^ 
that a bilateral symmetry is obviously advantageous to a free-swim - 
minglbrm, is sufficient to shew that this supposition is by no 
means extravagant ; while the presence of only two alimentary 


Pm. 232. A. Pilidium with an advanced Nemek- 

TINE WoilM, B. liiPE EMBRYO OF NeMEHTES IN rilK 
POSITION IT OCCUPIES IN PiLiDiuM. ( Botli after Biitschli.) 

oesophagus ; stomach; /.intestine; pr. pro- 
boscis; Ip. lateral pit (cephalic sack); an. amnion; n. 
nervous system. 


1 The independent development of the supra-oesophageal ganglion and ventral 
nerve-cord in Chffitopoda {vide Kleineiiherg, Development of iMmhricua trapezoides) 
agrees very satisfactorily with this view. 
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divert &JU. *-.chinoderm larvae is quite in accord with the presence 
of a single pair of perigastric chambers in the early larva of Actinia, 
though it must be admitted that the derivation of the water-vascular 
system from the left diverticulum is not easy to understand on this 
view. 

A difficulty in the above speculation is presented by the fact of 
the anus of the Echinodermata being the permanent blastopore, and 
arising prior to the mouth. If this fact has any special significance, 
it becomes difficult to regard the larva of Echinoderms and that of 
the other types as in any way related ; but if the views already urged, 
in a previous section on the germinal layers, as to the unimportance of 
the blastopore, are admitted, the fact of the anus coinciding with the 
blastopore ceases to be a difficulty. As may be seen, by referring to 
fig. 231 C, the anus is placed on the dorsal side of the ciliated band. 
This position for the anus adapts itself to the view that the Echino- 
derm larva had originally a radial symmetry, with the anus placed at 
the ahoral apex, and that, with the elongation of the larva on the 
attainment of a bilateral symmetry, the aboral apex became shifted 
to the present position of the anus. 

It may be noticed that the obscui*e points connected with the absence of 
a body cavity in most adult Platyelminthes, which have already been dealt 
with in the section of this chapter devoted to the germinal layers, ])resent 
themselves again here; and that it is necessary to assume either that 
alimentary diverticula, like those in the Echinodermata, were primitively 
present in the Platyelminthes, but have now disappeared from the ontogeny 
of this group, or that the alimentary diverticula have not become separated 
from the alimentary tract. 

So far the conclusion has been reached that the archetype of the 
six types of larvae had a radiate form, and that amongst existing larva3 
it is most nearly approached in general shape and in the form of the 
alimentary canal by the Pilidium group, and in certain other parti- 
culars by the Echinoderm larvae. 

The edge of the oral disc of the larval archetype was probably 
armed with a ciliated ring, from which the ciliated ring of the Pili- 
dium type and of the Echinodermata was most likely derived. The 
ciliated ring of the Pilidium varies greatly in its characters, and has 
not always the form of a complete ring. In Pilidium proper (fig. 232 A) 
it is a simple ring surrounding the edge of the oral disc. In Muller s 
larva of Thysanozoon (fig. 222 B) it is inclined at an axis to the 
oral disc, and might be called prseoral, but such a term cannot be 
properly used in the absence of an anus. 

The Echinoderm ring is oblique to the axis of the body, and, 
owing to the fact of its passing ventrally in front of the anus, must 
be called postoral. 

The next point to be considered is that of the affinities of the 
other larval types to these two types. 

The most important of all the larval types is the Trochosphere, 
and this tvpe is undoubtedly more closely related to the Pilidium 
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than to the Echinoderm larva. Mitraria amongst the Chsetopods 



Fig. 233. Two stages in the development of Mitkauia. (After Metschnikoff.) 
m. moutli; an. anus; sg. supra-oesophageal ganglion; br. and b. provisional 
bristles; pr.b. praeoral ciliated band. 


(fig. 238) has, indeed, nearly the form of a Pilidiunj, and mainly 
differs from a Pilidium in the possession of an anus and of provisional 
bristles; the same may be said of Cyphonautes (fig. 234) amongst 
the Polyzoa. 

The existence of these two forms appears to shew that the prae- 
oral ciliated ring of the 


Trochosphere may very 
probably be derived directly 
from the circumoral ciliated 
ring of the Pilidium; the 
other ciliated rings or 
patches of the Trochosphere 
having a secondary origin. 

The larva of the Brachi- 
opoda (fig, 220), in spite of 
its peculiar characters, is, 
in all probability, more 
closely related to the Chae- 
topod Trochosphere than to 
any other larval type. The 
most conspicuous point of 
agreement between them is, 
however, the possession in 
common of provisional setse. 



Fig. 234. Cyphonautes (larva of Membra- 
nipoba). (After Hatscliek.) 

ni. mouth; a', anus; f.g. foot gland; x. pro- 
blematical body (probably a bud). 

The aboral apex is turned downwards. 
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Echinoderm larvae differ from the Trochosphere, not only in the 
points already alluded to, but in the character of the ciliated band. 
The Echinoderm band is longitudinal and postoral. As just stated, 
there is reason to think that the praeoral band of the Trochosphere and 
the postoral band of the Echinoderm larva are both derived from a 
ciliated ring surrounding the oral disc of the prototype of these 
larvae {vide fig. 231). In the case of thd Echinodermata the anus 
must have been formed on the dorsal side of this ring, and in the 
case of the Trochosphere on the ventral side; and so the difference 
in position between the two rings was brought about. Another view 
with reference to these rings has been put forward by Gegenbaur 
and Lankester, to the effect that the pragoral ring of the Trochosphere 
is derived from the breaking up of the single band of most Echinoderm 
larvae into the two bands found in Bipinnaria {vide fig. 223) and the 
atrophy of the posterior band. There is no doubt a good deal to be 
said for this origin of the praeoral ring, and it is strengthened by the 
case of Tornaria ; but the view adopted above appears to me more 
probable. 

Actinotrocha (fig. 230) undoubtedly resembles more closely 
Echinoderm larvae than the Trochosphere. Its ciliated ring has 
Echinoderm characters, and the growth along the line of the ciliated 
ring of a series of arms is very similar to what takes place in many 
Ecftnoderms. It also agrees with the Echinoderm larvae in the 
absence of sense organs on the praeoral lobe. 

Tornaria (fig. 229) cannot be definitely united either with the 
Trochosphere or with the Echinoderm larval type. It has important 
characters in common with both of these groups, and the mixture of 
these characters renders it a very striking and well-defined larval form. 

Phylogenetic conclusions. The phylogenetic conclusions which 
follow from the above views remain to be dealt with. The fact that 
all the larvae of the groups above the Coelenterata can be reduced to 
a common type seems to indicate that all the higher groups are 
descended from a single stem. 

Considering that the larvae of comparatively few groups have 
persisted, no conclusions as to aflSnities can be drawn from the ab- 
sence of a larva in any group ; and the presence in two groups of a 
common larval form may be taken as proving a common descent, but 
does not necessarily shew any close affinity. 

There is every reason to believe that the types with a Trocho- 
sphere larva, viz. the Kotifera, the Mollusca, the Chsctopoda, the 
Gephyrea, and the Polyzoa, are descended from a common ancestral 
form; and it is also fairly certain there was a remote ancestor common 
to these forms and to the Platyelminthes. A general affinity of the 
Brachiopoda with the Chsetopoda is more than probable. All these 
types, together with various other types which are nearly related to 
them, but have not preserved an early larval form, are descended from 
a bilateral ancestor. The Echinodermata, on the other hand, are pro- 
bably directly descended from a radial ancestor, and have more or less 
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completely retained their radial symmetry. How far Actinotrocha* is 
related to the Echinoderm larvae cannot be settled. Its characters 
may possibly be secondary, like those of the mesotrochal larvae of 
Chaetopods, or they may be due to its having branched off very 
early from the stock common to the whole of the forms above the 
Coelenterata. The position of Tomaria is still more obscure. It is 
difficult, in the face of the peculiar water-vascular vesicle with a dorsal 
pore, to avoid the conclusion that it has some affinities with the 
Echinoderm larvae. Such affinities would seem, on the lines of specu- 
lation adopted in this section, to prove that its affinities to the Trocho- 
sphere, striking as they appear to be, are secondary and adaptive. 
From this conclusion, if justified, it would follow that the Echinoder- 
mata and Enteropneusta have a remote ancestor in common, but not 
that the two groups are in any other way related. 

General conclusions and summary. Starting from the demon- 
strated fact that the larval forms of a number of widely separated 
types above the Coelenterata have certain characters in common, it 
has heem provisionally assumed that the characters have been inherited 
from a common ancestor ; and an attempt has been made to determine 
(1) the characters of the prototype of all these larv», and (2) the 
mutual relations of the larval forms in question. This attempt started 
with certain more or less plausible, suggestions, the truth of which 
can only be tested by the coherence of the results which follow from 
them, and their capacity to explain all the facts. 

The results arrived at may be summarised as follows : 

1. Tile larval forms above the Coelenterata may be divided into 
six groups enumerated on pages 305 to 307. 

1 . The prototype of all these groups was an organism something 
like a Medusa, with a radial symmetry. The mouth was placed in the 
centre of a flattened ventral surface. The aboral surface was dome- 
shaped. Bound the edge of the oral surface was a ciliated ring, and 
probably a nervous ring provided with sense organs. The alimentary 
canal was prolonged into two or more diverticula, and there was no 
anus. 

3. The bilaterally symmetrical types were derived from this 
larval form by the larva becoming oval, and the region in front of the 
mouth forming a praeoral lobe, and that behind the mouth growing 
out to form the trunk. The aboral dome became the dorsal surface. 

On the establishment of a bilateral symmetry the anterior part 
of the nervous ring gave rise (?) to the supra-oesophageal ganglia, and 
the optic organs connected with them ; while the posterior part of 
the nerve-ring formed (?) the ventral nerve-cords. The body cavity 
was developed from two of the primitive alimentary diverticula. 

The usual view that radiate forms have become bilateral by the 
elongation of the aboral dome into the trunk is probably erroneous. 

4. Pilidium is the larval form which most nearly reproiiuces 


* It is quite possible that Phoronis is in no way related to the other Gephyrea. 
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the characters of the larval prototype in the course of its conversion 
into a bilateral form. 

5. The Trochosphere is a completely differentiated bilateral form, 
in which an anus has become developed. The praeoral ciliated ring 
of the Trochosphere is probably directly derived from the ciliated 
ring of Pilidium, which is itself the original ring of the prototype of 
all these larval forms. 

6. Echinoderm larvae in the absence of a nerve-ganglion or 
special organs of sense on the prseoral lobe, and in the presence of 
alimentary diverticula, which give rise to the body cavity, retain some 
characters of the prototype larva which have been lost in Pilidium. 
The ciliated ring of Echinoderm larvae is probably derived directly 
from that of the prototype by the formation of an anus on the dorsal 
side of the ring. The anus was very probably originally situated at 
the aboral apex. 

Adult Echinoderms have probably retained the radial symmetry 
of the forms from which they are descended, their nervous ring being 
directly derived from the circular nervous ring of their ancestors. 
They have not, as is usually supposed, secondarily acquired their 
radial symmetry. The bilateral symmetry of the larva is, on this 
view, secondary, like that of so many Coelenterate larvae 

7. The points of similarity between Tornaria and (1) the Trocho- 
sphere and (2) the Echinoderm larvae are probably adaptive in the 
one case or the other ; and, while there is no difficulty in believing 
that those to the Trochosphere are adaptive, the presence of a 
wat^r-vascular vesicle with a dorsal pore renders probable a real 
affinity with Echinoderm larvae. 

8. It is not possible in the present state of our knowledge to 
decide how far the resemblances between Actinotrocha and Echino- 
derm larvae are adaptive or primary. 
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PART II. 

ORGANOGENY. 


Introduction. 

Our knowledge of the development of the organs in most of the 
Invertebrate groups is so meagre that it would not be profitable to 
attempt to treat systematically the organogeny of the whole animal 
kingdom. 

For this reason the plan adopted in this section of the work 
has been to treat soujcwhat fully the organogeny of the Chordata, 
which is comparatively well known; and merely to indicate a few 
salient facts with reference to the organogeny of other groups. In 
the case of the nervous system, and of some other organs which 
especially lend themselves to this treatment, such as the organs of 
special sense and the excretory system, a wider view of the subject 
has been taken ; and certain general principles underlying the de- 
velopment of other organs have also been noticed. 

The classification of the organs is a matter of some difficulty. 
Considering the character of this treatise it seemed desirable to 
arrange the organs according to the layers from which they are 
developed. The compound nature of many organs, e.g. the eye and 
ear, renders it, however, impossible to carry out consistently such a 
mode of treatment. I have accordingly adopted a rough classification 
of the organs according to the layers, dropping the principle where 
convenient, as, for instance, in the case of the stomodycum and procto- 
dieum. 

The organs which may be regarded as mainly derived from the 
epiblast are (1) the skin; (2) the nervous system ; (3) the organs of 
special sense. 

Those from the mesoblast are (1) the general connective tissue and 
skeleton ; (2) the vascular system and body cavity ; (3) the muscular 
system ; (4) the urinogenital system. 
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Those from the hypoblast are the alimentary tract and its 
derivates; with which the stomodaBum and proctodaeum and their 
respective derivates are also dealt with. 
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CHAPTER XIV. 


THE EPIDERMIS AND ITS DERIVATIVES. 


In many of the Coelenterata the outermost layer of the blasto- 
derm is converted as a whole into the skin or ectoderm. The cells 
composing it become no doubt in part differentiated into muscular 
elements and in part into nervous elements, &c. ; but still it may 
remain through life as a simple external membrane. This membrane 
contains in itself indefinite potentialities for developing into various 
organs, and in all the true Triploblastica these potentialities are more 
or less realized. The embryonic epiblast ceases in fact, in the higher 
forms, to become converted as a whole into the epidermis, but first gives 
rise to parts of the nervous system, organs of special sense, and other 
parts. 

After the formation of these parts the remnant of the epiblast 
gives rise to the epidermis, and often unites more or less intimately 
with a subjacent layer of mesoblast, known as the dermis, to form with 
it the skin. 

Various differentiations may arise in the epidermis forming pro- 
tective or skeletal structures, terminal sense organs, or glands. The 
structure of the epidermis itself varies greatly, and for Vertebrates its 
general modifications have been already sufficiently dealt with in 
chapter xil. Of its special differentiations those of a protective or 
skeletal nature and those of a glandular nature may be considered 
in this place. 

Protective epidermal structures. These structures constitute a 
general cuticle or an exoskeleton of scales, hairs, feathers, nails, 
hoofs, &c. They may be entirely formed from the epidermis either 
as (1) a cuticular deposit, or as (2) a chitinization, a cornification, 
or calcification of its constituent cells. These two processes run 
into each other, and are in many cases not easily distinguished. The 
protective structures of the epidermis maybe divided into two groups 
according as they are formed on the outer or the inner side of the 
epidermis. Dermal skeletal structures, are in many cases added to 
them. Amongst the Invertebrata the most widely distributed type 



326 


THE EXOSKELETON. 


of exoskeleton is a cuticle forme<i on the outer surface of the 
epidermis, which reaches its highest development in the Arthro* 
poda. In the same class with this cuticle must be placed the mollus- 
can and brachiopod shells, which are developed as cuticular plates 
on special regions of the epidermis. They differ, however, from the 
more usual form of cuticle in their slighter adhesion to the subjacent 
epidermis, and in their more complicated structure. The test of 
Ascidians is an abnormal form of exoskeleton belonging to this type. 
It is originally formed (Hertwig and Semper) as a cuticle on the sur- 
face of the epidermis ; but subsequently epidermic cells migrate into 
it, and it then constitutes a tissue similar to connective tissue, but dif- 
fering from ordinary epidermic cuticles in that the cells which deposit 
it do so over their whole surface, instead of one surface, as is usually 
the case with epithelial cells. 

In the Vertebrata the two types of exoskeletoii mentioned above 
arc both found, but that developed on the inner surface of the epi- 
dermis is always associated with a dermal skeleton, and that on the 
outer side frequently so. The type of exoskeleton developed on the 
inner side of the general epidermis is confined to the Pisces, where it 
appears as the scales ; but a primitive form of these structures persists 
as the teeth in the Amphibia and Amniota. The type developed on 
the outer side of the epidermis is almost entirely^ confined to the 
Amphibia and Amniota, where it appears as scales, feathers, hairs, 
claws, nails, &a F(^r the histological details as to the formation of 
these various organs I must refer the reader to treatises on histology, 
confining my attention here to the general embryological processes 
which take place in their development. 

The most primitive iorm of the first type of dermal structures is 
that of the placoid scales of Elasmobranchiil These consist, when 
fully formed, of a plate bearing a spinous projection. They are consti- 
tuted of an outer enamel layer on the projecting part, developed as a 
cuticular deposit of the epidermis (epiblast), and an underlying basis 
of dentine (the lower part of which may be osseous) with a vascular 
pulp in its axis. The development (fig. 235) is as follows (Hertwig, 
No. 306). A papilla of the dermis makes its appearance, the outer 
layer of which gradually calcifies to form the dentine and osseous 
tissue. This papilla is covered by the columnar mucous layer of the 
epidermis (e), from which it is separated by a basement membrane, 
itself a product of the epidermis. This membrane gradually thickens 
and calcifies, and so gives rise to the enamel cap (0). The spinous 
point gradually forces its way through the epidermis, so as to project 
freely at the surface. 

The scales of other forms of fishes are to be derived from those 
of Elasmobraiichii. The great dermal plates of many fishes have been 

^ The homy teeth of the Cyclostomata are structures belonging to this group. 

3 For the most important coniributions on this subject from which the facts and 
views here expressed are largely derived, vide 0 . Hertwig, Nos. 306 — 308. 
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formed by the concrescence of groups of such scales. Tlie dentine in 
many cases partially or completely atrophies, leaving the major part of the 
scale formed of osseous tissue ; such plates often become parts of tlio 
internal skeleton. 



Fio. 2S5. Vertical section THUoTiaTi the skin of an f^MBRYONic Shark, to shew 
^ HEVELoriNQ PLACoiD SCALE. (From Gcgenbaur; after O. Hertwig.) 

E. epidermis; C. layers of dermis; d, uppermost layer of dermis; p. papilla of 
iermis ; e, mucous layer of epidermis ; o. enamel layer. 

The teeth, as will bo more particularly described in the section on the 
dimentaiy tract, are formed by a modification of the same process as th(3 
placoid scales, in which a ridge of the epithelinin grows inwards to meet 
\ connective tissue papilla, .so that the develojuneiit of the teeth takes 
place entirely below the superficial layer of epidermis. 

In most Teleostei the enamel and dentine layers have disappeared, and 
bhe scales are entirely formed of a peculiar calcified tissue developed in 
jhe dermis. 

The cuticle covering the scales of Keptiles is the simplest type of 
protective structure formed on the outer surface of the epidermis. 
The scales consist of papillae of the dermis and epidermis ; and are 
covered by a thickened portion of a two-layered cuticle, formed over 
bhe whole surface of the body from a cornification of the superficial 
part of the epidermis. Dermal osseous plates may be formed in con- 
aection with these scales, but are never of course united with the 
superficial cuticle. 

Feathers are probably special modifications of such scales. They arise 
Tom an induration of the epidermis of papilla? containing a vascular coi’e. 
The provisional down, usually present at the time of hatching, is formed by 
;he cornification of longitudinal ridges of the mucous layer of the epidermis 
)f the papillse ; each cornified ridge giving rise to a barb of the feather, 
fhe horny layer of the epidermis forms a provisional sheath for the de- 
veloping feather below. When the barbs are fully formed this sheath is 
brown off, the vascular core dries up, and the barbs become free except at 
heir base. 

Without entering into the somewhat complicated details of the fonna- 
iou of the permanent feathers, it may be mentioned that the calamus or 



THE EX08KELETOS. 


328 

quill is formed by a corniiication in the form of a tube of both layers of 
the epidermis at the base of the papilla. The quiil is open at both ends^ 
and to it is attached the vexillum or plume of the feather. In a typical 
feather this is formed at the apex of the papilla from ridge-like thicken- 
ings of the mucous layer of the epidermis, ananged in the form of a 
longitudinal axis, continuous with the cornified raucous layer of the quill, 
and from lateral ridges. These subsequently become converted into the axis 
and barbs of the plume. The external epidermic layer becomes converted 
into a provisional horny sheath for the true feather beneath. 

On the completion of the plume of the feather the external sheath is 
thrown off, leaving it quite free, and the vascular core belonging to it 
shrivels up. The papilla in which the feather is formed becomes at a 
very early period secondarily enveloped in a pit or follicle which gradually 
deepens as the development of the feather is continued. 

Hairs (Kolliker, No. 298) are formed in solid processes of the 
mucous layer of the epidermis, which project into the subjacent dermis. 
The hair itself arises from a corniiication of the cells of the axis of 
one of the above processes; and is invested by a sheath similarly 
formed from the more superficial epidermic cells. A small papilla of 
the dermis grows into the inner end of the epidermic process when 
the hair is first formed, 'fhc first trace of the hair appears close to 
this papilla, but soon increases in length, and when the end of the 
hair projects from the surface, the original solid process of the epi- 
dermis becomes converted into an open pit, the lumen of which is 
filled by the root of the hair. Hairs differ in their mode of formation 
from scales in a manner analogous to that in which the teeth differ 
from ordinary placoid scales ; t. c. they are formed in inwardly di- 
rected projections of the epidermis instead of upon free papillae at 
the surface. 

Nails (Kolliker, No. 298) are developed on special regions of tlie 
epidermis, known as the primitive nail beds. They are formed by the 
cornification of a layer of cells which makes its appearance between the 
horny and mucous layers of the epidermis. The distal border of the nail 
soon becomes free, and the further growth is effected by additions to the 
under side and attached extremity of the nail. 

Although the nail at fii’st arises in the interior of the epidermis, yet 
its position on the outer side of the mucous layer clearly indicates with 
which group of epidermic structures it should be classified. 

Dermal skeletal stractures. We have seen that in the Chordata 
skeletal structures, which were primitively formed of both an epi- 
dermic and dermic element, may lose the former element and be 
entirely developed in the dermis. Amongst the Invertebrata there 
are certain dermal skeletal structures which are evolved wholly 
independently of the epidermis. The most important of these 
structures are the skeletal plates of the Echinodermata. 

Glands. The secretory part of the various glandular structures 
belonging to the skin is invariably formed from the epidermis. In 
Mammalia it appears that these glands are always formed as solid in- 
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growths of the mucous layer (Kolliker, No. 298). The ends of these 
ingrowths dilate to form the true glandular part of the organs, while 
the stalks connecting tlie glandular portions with the surface form 
the ducts. In the case of the sweat-glands the lumen of the duct 
becomes first established. Its formation is inaugurated by the ap- 
pearance of the cuticle, and appears first at the inner end of the 
duct and thence extends outwards (Ranvier, No. 311). In the 
sebaceous glands the first secretion is formed by a fatty modification 
of the whole of the central cells of the gland. 

The muscular layer of the secreting part of the sweat-glands is 
formed, according to Ranvier (No. 31 1), from a modification of the 
deeper layer of the epidermic cells. 

The Mammary Glands arise in essentially the same manner as 
the other glands of the 6kin\ The glands of each side are formed as 
a solid bud of the mucous layer of the epidermis. From this bud 
processes sprout out, each of which gives rise to one of the numerous 
glands of which the whole organ is formed. Two very distinct types 
in the relation of the ducts of the glands to the nipple are found 
(Oegenbaur, No. 313). 
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CHAPTER XV. 

NERVOUS SYSTEM. 


Origin of the Nervous System. 

One of the most important recent embryological discoveries is 
the fact that the central nervous system, in all the Metazoa in which 
it is fully established, is (wdth a few doubtful exceptions) derived 
from the primitive epiblast\ As we have already seen that the epi- 
blast represents to a large extent the primitive epidermis, the fact of 
the nervous system being derived from the epiblast implies that the 
functions of the central nervous system, which wore originally taken 
by the whole skin, became gradually concentrated in a special part 
of the skin which was step by step removed from the surface, and 
has finally become in the higher types a well-defined organ imbedded 
in the subdermal tissues. 

Before considering in detail the comparative development of the 
nervous system, it will be* convenient shortly to review the present 
state of our knowledge on the general process of its evolution. 

This process may be studied either embryologically, or by a 
comparison of the various stages in its evolution preserved in living 
forms. Both the methods have led to important results. 

The embryological evidence shews that the ganglion-cells of the 
central part of the nervous system are originally derived from the 
simple undifferentiated epithelial cells of the surface of the body, 
while the central nervous system itself has arisen from the concen- 
tration of such cells in special tracts. In the Chordata at any rate 
the nerves arise as outgrowths of the central organ. 

Another important fact shewn by embryology is that the central 
nervous system, and percipient portions of the organs of special sense, 

' Whether there is any part of it in many types not so derived requires further 
investigation, now that it has been shewn by the Hertwigs that part of the system 
develops from the eudoderm in some Cmlenterata. 0. Hertwig holds that part of it has 
a mesoblastio origin in Sagitta, but his observations on this point appear to me very 
inconclusive. It would be very advantageous to investigate the origin of Auerbach’s 
plexus in Mammalia. 
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especially of optic organs, are often formed from the same part of the 
primitive epidermis. Thus the retina of the Vertebrate eye is formed 
from the two lateral lobes of the primitive fore-brain. 

The same is true for the compound eyes of some Crustacea. The 
supraoesophageal ganglia of these animals are formed in the embryo 
from two thickened patches of the epiblast of the procephalic lobes. 
These thickened patches become gradually detached from the surface, 
remaining covered by a layer of epidermis. They then constitute the 
supraoesophageal ganglia; but they form not only the ganglia, but 
also the retinulie of the eye — the parts in fact which correspond to 
the rods and cones in our own retina. The accessory parts of these 
organs of special sense, viz. the crystalline lens of the Vertebrate eye, 
and the corneal lenses arid crystalline cones of the Crustacean eye, 
are independently formed from the epiblast after the separation of 
the part which becomes the central nervous system. 

In the Acraspedote Mediisau the rudimentary central nervous 
system has the form of isolated rings, composed of sense-cells pro- 
longed into nervous fibres, surrounding the stalks of tentacle-like 
organs, at the ends of which are placed the sense-organs. 

This close connection between certain organs of special sense and 
ganglia is probably to be explained by supposing that the two sets 
of structures actually originated pari passu. 

We may picture the process as being somewhat as follows : — 

It is probable tliat in simple ancestral organisms the whole body was 
sensitive to light, but that with the appearance of pigment-cells in certain 
parts of tlie body, the sensitiveness to light became localised to the areas 
where the pigment-cells were present. Since, however, it was necessary 
that stimtdi received by such organs should be communicated to other 
parts of the body, some of the epidermic cells in the neighbourhood of the 
pigment-spots, which were at first only sensitive in the same manner as 
other cells of the epidermis, became gradually differentiated into special 
nerve-cells. As to the details of this differentiation embryology does not 
as yet tlii.ow any great light; but from the study of comparative anatomy 
there are grounds for thinking that it was somewhat as follows : — Cells 
placed on the surface sent protoplasmic processes of a nervous nature 
inwards, which came into conuection with nervous processes from similar 
cells placed in other parts of the body. The cells with such processes then 
became removed from the surface, forming a deeper layer of the epidermis 
below the sensitive cells of the organ of vision. With the latter cells they 
remained connected by protoplasmic filaments, and thus they came to 
form a thickening of the epidermis ^underneath the organ of vision, the 
cells of which received their stimuli from those of the organ of vision, and 
transmitted the stimuli so received to other parts of the body. Such a 
thickening would obviously be the rudiment of a central nervous system, and 
is in fact very similar to the rudimentary ganglia of the Acraspeda mentioned 
above. It is easy to see by 'what steps it might become larger and more 
important, and might gradually travel inwards, remaining connected with 
the sense-organ at the surface by protoplasmic filaments, which would then 
constitute nerves. The rudimentary eye would at first merely oommt of 



332 


EVOLUTION OF THE NERVOUS SYSTEM. 


cells sensitive to light, and of ganglion-cells connected with them ; while at 
a later period optical structures, constituting a lens capable of throwing 
an image of external objects upon it, would be developed, and so conveH 
the whole structure into a true organ of vision. It has thus come about 
that, in the development of the individual, the i-etina is often first formed in 
connection with the central nervous system, while the lenses of the eye are 
independently evolved from the epidermis at a later period. 

A series of forms of the.Coelenterata and Platyelininthes affords us 
examples of various stages in the differentiation of a central nervous 
system \ 

In sea-anemones (Hertwigs, No. 321) there are, for instance, no organs 
of special sense, and no definite central nervous system. There are, how- 
ever, scattered throughout the skin, and also throughout the lining of the 
digestive tract, a number of specially modified epithelial cells, which are 
no doubt delicate organs of sense. They are provided at their free 
extremity with a long hair, and are prolonged on their inner side into 
fine processes which penetrate into the deeper part of the epithelial layer 
of the skin or digestive wall. They eventually join a fine network of 
protoplasmic fibres which forms a special layer im- 
mediately within the epithelium. The fibres of this 
network are no doubt essentially nervous. In addition 
to fibres there are, moreover, present in the network 
cells of the same character as the multipolar ganglion- 
cells in the nervous system of Vertebrates, and some 
of these cells are characterised by sending a process 
into the superjacent epithelium. Such cells are ob- 
viously intermediate between neuro-epithelial cells and 
ganglion- cells ; and it is probable that the nerve-cells 
are, in fact, sens^e-cells which have travelled inwards 
and lost their epithelial chaiacter. 

In the Craspedote Medusae (Hertwigs, No. 320) the 
differentiation of the nervous system is carried some- 
what further. There is here a definite double ring, 
placed at the insertion of the velum, and usually con- 
Fig. 236. Neuro- nected with sense-organs. The two parts of the ring 
EPITHELIAL SENSE- beloug respectively to the epithelial layers 011 the upper 
AURiTA TFromlSin- lower sui-faces of the velum, and are not separated 

kester; after Schii- from these layers; they are formed of fine nerve- 
fer.) fibres and ganglion- cells. The epithelium above the 

nerve rings contains sense-cells (fig. 237) with a stiff 
hair at their free extremity, and a nervous prolongation at the opposite end, 
which joins the nerve-fibres of thei, ring. Between such cells and true 
ganglion-cells an intermediate type of cell has been found (fig. 237 B) 
which sends a process upwards amongst the epithelial cells, but does not 
reach the surface. Such cells, as the Hertwigs have pointed out, are clearly 
sense-cells partially transformed into ganglion-cells. 

A still higher type of nervous system has been met with amongst some 
primitive Nemertines (Hubrecbt, No. 323), consisting of a pair of large 

^ Our knowledge on this subject is especially due to the brothers Hertwig (Nos. 320 
And 3^1), Eimer (No. 318), Claus (No. 317), Schafer (No. 326), and Hubreoht (No. 323). 




NERVOUS SYSTEM. 


333 


cephalic ganglia^ and two well-developed lateral ganglionic cords placed 
close beneath the epidermis. These cords, instead of giving off definite 
nerves, as in animals with a fully differentiated nervous system, are con- 
nected with a continuous subdermal nervous plexus. 

The features of the embryology and the anatomy of the nervous 
system, to which attention has just been called, point to the following 
general conclusions as to the evolution of the nervous system. 

(1) The nervous system of the higher Metazoa appears to have 
been evolved in the course of a long series of generations from a 



Fia. 2B7. Isolated cells belonging to the upper nerve-ring of Carmakina 
HASTATA. (After 0. and R. Hertwig.) 

A. Neuro-epithelial sense- cell. c. sense-hair. 

B. Transitional cell between a neuro-epithelial cell and a ganglion-cell. 

differentiation of some of the superficial epithelial cells of the body, 
though it is possible that some parts of the system may have been 
formed by a differentiation of the alimentary epithelium. 

(2) An early feature in the differentiation consisted in the growth 
of a series of delicate processes of the inner ends of certain epithelial 
cells, which became at the same time specially differentiated as sense- 
cells (figs. 236 and 237). 

(3) These processes gave rise to a subepithelial nervous plexus, 
in which ganglion-cells, formed from sense-cells which travelled in- 
wards and lost their epithelial character (fig. 237 B), soon formed an 
important part. 

(4) Local differentiations of the nervous network, which was no 
doubt distributed over the whole body, took place partly in the 
formation of organs of special sense, and partly in other ways, and 
such differentiations gave rise to a central nervous system. The 
central nervous system was at first continuous with the epidermis, 
but became separated from it and travelled inwards. 

(5) Nerves, such as we find t^m in the higher types, originated 
from special differentiations of the nervous network, radiating from 
the parts of the central nervous system. 

The following points amongst others are still very obscure : — 

(1) The steps by which the protoplasmic processes from the primitive 
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epidermic cells became united together so as to form a network of nerve- 
fibres, placing the various parts of the body in nervous communication. 

(2) The process by which nerves became connected with muscles, so 
that a stimulus received by a nerve-cell could be communicated to and 
cause a contraction in a muscle. 

It is probable, as stated in the above summary, that the nervous net- 
work took its origin from processes of the sense-cells. The processes of 
the diflferent cells probably first met and then fused together, and, 
becoming more arborescent, finally gave rise to a complicated network. 

The primitive relations between the nervous network and the muscular 
system are matters of pure speculation. The primitive muscular cells 
consist of epithelial cells with muscular processes (fig. 238), but the 

bmnehes of the nervous network have not 
been traced into connection with the mus- 
cles in any Ccelenterata except the Cteno- 
phora. In the higher types a continuity 
between nerves and muscles in the form of 
motorial end plates has been widely ob- 
served. Even in the case of the Ccelen- 
terata it is <](uite clear from Romanes^ 
experiments that stimuli received by the 
nerves are capable of being transmitted to 
the muscles, and that there must therefore 
be some connection between nerves and muscles. How did this connection 
originate ? 

Epithelial cells with muscular processes (fig. 238) were discovered by 
Kleineriberg (No. 324 ) in Hydra before epithelial cells with nervous pro- 
cesses were known, and Kleineriberg jjointed out that Hydra shewed tlie 
possibility of nervous and muscular tissues existing without a central 
nervous system, and suggested that the epithelial part of the myo-epithelial 
cells was a sense-organ, and that the connecting i)art between this and the 
contractile processes was a rudimentary nerve. He further supposed that 
in the subsequent evolution of these elements the epithelial part of the cell 
became a ganglion-cell, while the part connecting this with the muscular 
tail became prolonged so as to form a true nerve. The discovery of neuro- 
epithelial cells existing side by side with myo-epithelial cells demonstrates 
that this theory must in part be abandoned, and that some other explana- 
tion must be given of the continuity between nerves and muscles. The hypo- 
thetical explanation which most obviously suggests itself is that of fusion. 

It seems quite possible that many of the epithelial cells of the epi- 
dermis and walls of the alimentary tmet were originally provided with 
processes, the protoplasm of which, like that of the Protozoa, carried on 
Uie functions of nerves and muscles at the same time, and that these pro- 
cesses united amongst themselves into a network. Such cells would be 
very similar to Kleinenberg’s neuro-muscular cells. By a subsequent dif- 
ferentiation some of the cells forming this network may have become 
specially contractile, the epithelial parts of the cells ceasing to have a 
nervous function, and other cells may have lost their contractility and 
become solely nervous. In this way we should get neuro-epithelial cells 
and myo-epithelial cells both differentiated from the primitive network, 
and the connection between the two would also be explained. This hypo- 



Fig. 238 . Myo-epithklial 
CELiiS OP Htuha. (From Gegen- 
baur ; after Kleinenberg.) 

m. contractile fibres ; processes 
of cells. 
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thesis fits in moreover very well with the condition of the iieuro-mnscular 
system as we find it in the Ocelenterata. 
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Nervous system of the Invertebrata. Our knowledge of the 
development of the central nervous system is still very imperfect in 
the case of many Invertebrate groups. In the Kchinodermata and 
some of the (^luetopoda it is never detached from the epidermis, and 
in such cases its origin is clear without embryological evidence. 

In the majority of groups the central nervous system may be 
reduced to the type of a 2)air of cephalic ganglia, continued pos- 
teriorly into two cords provided with nerve-cells, which may coalesce 
ventrally or be more or less Avidely separated, and be unsegmeiited 
or segmented. Various additional visceral ganglia may be added, 
and in different instances parts of the system may be much reduced, 
or peculiarly modified. The nervous system of the Platyelminthes 
(when present), of the Rotifera, Brachiopoda, Polyzoa (?), the Mol- 
lusoa, the Chtetopoda, the DLscophora, the Gephyrea, the Traclieata, 
and the Crustacea, the various small Artliropodan phyla (Poecilopoda, 
Pycnognida, Tardigrada, &c.), the Cha^tognatha (?), and the Myzo- 
stornea, probably belongs to this type. 

The nervous system of the Echiiiodcrmata cannot be reduced to 
this form ; nor in the present state of our knowledge can that of the 
Nematelminthes or Enteropneusta. 

It is only in the case of members of the former set of groups that 
any adequate observations have yet been made on the development 
of the nervous system, and even in the case of these groups observa- 
tions which have any claim to completeness are confined to certain 



336 


ClIuETOFODA. 



Fio. 239. Section thkouch 

THE HEAD OP A YOUNG EMBRYO OF 

Lumbricus trapezoides. (After 
Kleinenberg.) 

c.g. cephalic ganglion ; cc. ce- 
phalic portion of the body cavity ; 
ic. oesophagus. 


members of the Chaetopoda, the Arthropoda and the MoUusca. Au 
account of imperfect observations on other forms, where such have 
been made, will be found in the systematic part of this work. 

Chaetopoda. We are indebted to Kleinenberg (No. 329) for the 
most detailed account which we have of the development of the 
central nervous system in the Chsetopoda. 

The supraoesophageal ganglion with the oesophageal commissure 
developes independently of the ventral cord. It arises as an unpaired 
thickening of the epiblast, close to the dorsal side of the oesophagus at 
the front end of the head (fig. 289), which becomes separated from 

the epiblast, and extends obliquely back- 
wards and downwards in a somewhat 
arched form ; its lower extremities being 
somewhat swollen. The inner portion 
of this curved rudiment becomes con- 
verted into commissural nerve-fibres, 
while the cells of the outer and upper 
portion assume the characters of gan- 
glion-cells. The commissural fibres are 
continued downwards to meet the ven- 
tral cord, but their junction with the 
latter structure is not effected till late 
in embryonic life. 

The ventral cord is formed by the 
coalescence of a pair of linear cords, 
the development of which takes place from before backwards, so that 
when their anterior part is well developed their posterior part is 
hardly differentiated. These cords arise, one on each side of a 
ventral ciliated furrow, first as a single row of epiblast cells, and 
subsequently as several rows (fig. 240, Vg). While still united to the 

external epiblast, they extend them- 
selves below the cells lining the ventral 
furrow, and unite into a single nervous 
band, which however exhibits its 
double origin by its bilobed section. 
Before the two cords unite, the groove 
between them becomes somewhat deep, 
but subsequently shallows out and 
disappears. The nervous band, before 
separating from the epiblast, exhibits, 
in correspondence with the mesoblastic 
segments, alternate swellings and con- 
strictions. The former become the 
ganglia, and the latter the connecting 
trunks. 

As soon as the cord becomes free from the epiblast, it becomes 
surrounded by a sheath, formed of somatic mesoblast. In each of the 
ganglionic enlargements there next appears on the dorsal surface a 



Fig. 240. Section through part 

OF THP. VENTRAL WALL OF THE TRUNK 
OF AN EMBRYO OF LuMBRICUS TRAPE- 
ZOIDES. (After Kleinenberg.) 

m. longitudinal muscles; so. so- 
matic mesoblast; sp. splanchnic nie- 
Boblast; hy. hypoblast; Vy. ventral 
nerve-cord; vv. ventral vessel. 
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pair of areas of punctiforni material, the substance of which soon 
(iitferentiates itself into nerve-fibres. These areas, by uniting from 
side to side, give rise to the transverse commissures, and also by a 
linear coalescence to the longitudinal commissures of the cord. The 
cellular parts of the band surrounding them become converted into a 
ganglionic covering of the cord. 

In each ganglion the cells of this ganglionic investment penetrate 
as a median septum into the cord. A fissure is next formed, dividing 
this septum into two ; it is subsequently continued for the whole length 
of the cord. 

Arthropoda. In tlie Tracheata and the Crustacea the develop- 
ment of the ventral cord is in the main similar to that in the 
Chsetopods, while that of the supraoesophageal ganglia is as a rule 
somewhat more complicated. 

No such clear evidence of an 
independent development of 
these two parts, as in the case 
of the Chsetopods, has as yet 
been produced. 

The most primitive typo of 
nervous system amongst the 
Tracheata is that of Peripatus, 
where it consists of large supra- 
oesophageal ganglia, continuous 
with a pair of widely separated 
but large ventral cords united 
posteriorly above the anus. 

These cords have an invest- 
ment of ganglion-cells for their 
whole length, and are imper- 
fectly divided into ganglia cor- 
responding in number with the 
feet. 

The ventral cords are formed 
as two separate epiblastic ridges (fig. 241, v.n), continued in front 
into a pair of thickenings of the procephalic lobes, which are at first 
independent of each other, and from which a large part of the supra- 
oesophageal ganglia takes its origin. After the latter have become 
separated from the epiblast an invagination of the epiblast covering 
them grows into each lobe (fig. 242), and becoming constricted from 
the superficial epiblast, which remains as the epidermis, forms a not 
unimportant part of the permanent supraoesophageal ganglia. 

In the Arachnida the mode of develonment of the nervous system 
is essentially the same, and the reader will find a detailed account of it 
for Spiders in Vol I. pp. 370 — 373. The ventral cords are here formed 
as independent and at first widely separated strands (fig. 243, vn), 
which for a long time remain far apart ; they are subsequently 
divided intc ganglia and become united by transverse commissures. 
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Fjg. 241. Section thkough the trunk 
OF AN EMjjiiYO OF Periiatus. The embryo 
from which the section is taken was some- 
what younger than that of fig. 242. 

ap.vi, splanchnic mesoblast; s.m. somatic 
mesoblast ; me, median section of body cavity ; 
U. lateral section of body cavity; r.n. ventral 
nerve cord; me, mesenteron. 
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The supraoesophageal ganglia are formed as two independent 

thickenings of the procephalic 
lobes (fig. 244), which event- 
ually separate from the su- 
perficial skin. There is formed 
however in each of them a 
semicircular groove (fig. 244, ^r) 
lined by the superficial epi- 
blast, which becomes detached 
from the skin, and is involuted 
to form part of the ganglia. 

A similar mode of forma- 
tion of both the ventral cords 
and the supraoesophageal gan- 
glia obtains in Insects (fig. 
245). The ventral cords are 
however much less widely 
separated than in Spiders, and 
early unite in the median line. 
In the supraoesophageal gan- 
glia the invagi nated epiblast 
has in Lepidoptera (Hatschek) the form of a pit on the dorsal border 
of the antenme. 



Fig. 242. Head of an kmiiuyo Pekipatus. 
(Fiom Moseley.) 

The figure shews the jaws (mandibles), and 
close to them epihlastic involutions, wliicli 
grow into the snpracnsophageal ganglia. The 
antenn®, oral cavity, and oral papillie ai*e also 
shewn. 


Hatschek states that there tak(^s jilace an invagination of a median 
part of the skin between the two ventral cords, for the details of which I 
unist refer the reader to Vol. i. [>. 340. He has made more or less similar 
statements for the earthworm, but Ids observations in botli instances are 
open to serious doubt. 



Fio. 243. Transverse section through the ventral plate of Aoelena labyrinthica. 

The ventral cords have begun to be formed as thickenings of the epiblast, and the 
limbs are established. 

me.8. mesohlastic somite ; vn. ventral nerve-cord; yk. yolk. 


Full details as to the development of the nervous system in the 
Crustacea are still wanting ; a fairly complete account of what is 
known on the subject is given in Vol. I. pp. 433 — 4. It appears that 
the ventral cord may either arise as an unpaired thickening of the 
epiblast (Isopoda), marked however by a shallow median furrow, or 
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from two cords which eventually coalesce ^ It is not certain how far the 
supracBsophageal ganglia are usually in the first instance continuous 


si: 



Fio. 241, Section through the puockphalio lobes op an embryo oe 
Agelena labyrinthica. 

at, stomatteum ; gr, section through semi-circular groove in jirocephalic lobe ; 
ce.8, cephalic section of body cavity. 

with the ventral cord. In Astacus, the early stages of which have 
been elaborately investigated by Reichenbach (No. 331), they are 
stated to be so ; the supraoesophageal ganglia are moreover de- 
scribed by this autlior as having a somewhat complicated origin. 
Five elements enter into their composition. There is first formed 
a pair of pits on the procephalic lobes, which become very deep 


I'ji 



Fig. 245. Two tkansverbe sections through the embryo of Hydrophilus. 
(After Kowalevsky.) 

A. Transverse section through an embryo in the region of one of the stigmata. 

B. Transverse section through an older embryo. 

vn, ventral nerve-cord ; am, amnion and serous membrane ; me, mesoblast; me.«. 
somatic mesoblast; hy, hypoblast (?); yk, yolk-cells (true hypoblast); st. stigma of 
trachea. 

1 Reichenbach (No. 331) holds that the walls of the groove between the two strands 
of the ventral cords become invaginated and assist in the formation of the ventral cord. 
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during the Nauplius stage, and are continuotis with a pair of epi- 
blastic ridges which pass round the mouth, and join the ventral 
cords just described. The walls of the pits are believed to form 
a part of the embryonic ganglia which gives rise to the retina as 
well as to the optic ganglia. The ridges form the remainder of the 
ganglia and the oesophageal commissures ; while the fifth element is 
supplied by a median invagination in front of the mouth, which 
appears at a much later date than the other parts. 

In the Isopoda supraoesophageal ganglia are stated to arise 
as thickenings of the procephalic lobes, which become eventually 
detached from the epidermis. 

The ventral cord is at first unsegmented, but soon becomes partially 
divided by a series of constrictions into a number of ganglia, cor- 
responding with the segments. The development of the commissu- 
ral and ganglionic portions takes place much as in the Cha?topoda. 

The Gephyrea approach closely the types so far dealt with, but the 
ventral cord in the Inermia is formed as an unpaired thickening of the 
epiblast. In Echiurus, as has been shewn by Hatschek in an interesting 
paper on the larva of this species, published since the appearance of the 
first volume, there is a pair of ventral cords*. In correspondence with a 
general segmentation of the body, which is subsequently lost, these cords 
become segmented. Tlie two cords unite in the median line, and Hatschek, 
in accordance with his general view on this subject, states that their junction 
is effected by means of a median cord of invagiiiated epiblast. The seg- 
mentation of the cords subsequently becomes lost. The supraoesophageal 
ganglia arise as an unpaired median thickening of the procephalic lobe. 
No traces of segmentation in the ventral cord have been observed by 
Spengel in Bontdlia, and the supraoesopliageal ganglion is formed in this 
genus as an unpaired band. 

In all the groups above considered the nervous system clearly 
presents the same type of development with various modifications. 

It is formed of two parts, viz. (1) the supraoesophageal ganglia, 
and (2) the ventral cord. 

In the simpler forms, Chsetopoda and Gephyrea, the supraoesopba- 
geal ganglia are usually stated to be formed as an unpaired thickening 
at the apex of the praeoral lobe, which in most cases becomes subse- 
quently bilobed. 

In the Arthropoda the unpaired pra^oral lobe of the Chatopoda is 
replaced by the so-called procephalic lobes, which are themselves 
bilobed; and the supraoesophageal ganglia are formed of two in- 
dependent halves; further complications in development are also 
generally found. 

There is not as yet sufficient evidence to decide whether the 
supraoesophageal ganglia were primitively developed continuously 
with, or independently of, the ventral cords. 

The ventral cord appears in the embryo as two independent un- 

1 *‘Ueber Entwioklungsgeschichte d. Echiurus.” Arbeit, a. d. zool. Imiit. JVien^ 
Vol. III. 1880. 
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segmented strands, although in a few cases (some Crustacea and 
Gephyrea) these cords, by an abbreviation in development, arise as an 
unpaired median thickening of the epiblast. 

The form of nervous system of the Cha3topoda, Arthropoda, and 
Gephyrea is clearly therefore to be derived, as was first pointed out 
by Gegenbaur, from a more or less similar type to that now found in 
the Nemertines; and as suggested in the chapter on larval forms 
{vide p. 312) may perhaps be derived from the elongation of a cir- 
cular ring, of which the anterior end has become developed into 
the supraoesophageal ganglia, the lateral parts into the two lateral 
strands, while the posterior part persists in some forms in the junction 
of the ventral cords above the anus (Enopla and Pcripatus). 

Mollusca. While study of the anatomy of the nervous system of the 
Mollusca, especially of certain primitive genera (Chiton, Haliotis, Fissiirella, 
kc.) leaves little doubt that it is formed on the same type as that of the 
groups just spoken of, the development, so far as our imperfect knowledge 
enables us to make definite statements on the subject, is somewhat ab- 
normal \ 

In the Gasteropoda and Pteropoda the supraoesophageal ganglia appear 
most probably to be develo])ed either as paired thickenings of the epiblast 
of the velar area, or as invagiiiated pits of the velar area, which become 
detached from the surface, and then hecome solid (Hyaleacea and L max). 
In either case the supraoesophageal ganglia appear to be developed cpiite 
independently of the ])edal ganglia. The latter, as might be anticipated, 
are earlier in their development and more constant than the various visceral 
ganglia ; and, if the views above expressed are correct, are homologous 
with the ventral cord of the Clnetopods and Arthropods. Their actual 
development is very imperfectly known. 

The most precise statements on the subject, viz. those of Bobretzky and 
Fol, would lead us to suppose that they arise in the mesobla^t, but it seems 
more probable that 'they are formed as thickenings of the sides of the 
foot. 

In the Cephalof)ods all the ganglia arc stated to be differentiated in the 
mesoblast (Lankester, Bobretzky). 

Hatschek* has recently given a detailed description of the develo})ment 
of the supraoesophageal and j'edal ganglia of Teredo. He finds that the 
former ganglia arise as an unpaired thickening of the epiblast in the centre 
of the velar area, and the latter as an unpaired thickening of the ejfiblast 
of the ventral side of the body between the mouth and the anus. The 
two ganglia would thus seem to be disconnected with each other in their 
development. 

(327) F. M. Balfour. “Notes on the development of the Araneiiia.” Quart. J. of 
Micr. Science^ Vol, xx. 1880. 

(328) B. Hatschek. “ Beitr. z. Entwicklung d. Lepidopteren.’* JenaUche Zeit- 
Hohrift, Vol. XI. 1877. 

(329) N. Kleinenberg. “The development of the Earthworm, LumhricusTiape- 
zoides.” Quart. J. of Micr. Science^ Vol. xix. 1879. 

* Vide Vol. I., pp. 22(>, 227. 

^ “ Ueber Entwicklungsgeschichte von Teredo.” Arbeit, a. d. zool. Imtit. Wien, 
Vol. III. 1880. 
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( 330 ) A. Kowalevsky. “Embryologische Studien an Wiirmern u. Arthro- 
poden.’’ M4m, Acad. P^tei'sbourft, Series viii., Vol. xvi. 1871. 

( 331 ) Beichenbach. “Die Embryonalanlage u. erste Entwick. d. Fluss- 
krebses.” Zeit. f. wiss. Zool., Vol. xxix. 1877. 


The Central Nervous System oi the Vertebrata*. 

The formation of the cerebro-spinal axis of the Chordata from the 
medullary plate has already been treated at lengtli (pp. 250 — 252). 
Before entering into the consideration of the morphological value of 
the various parts of this cord, it will be convenient to describe the 
more important features of its ontogeny. For this purpose the two 
parts into which the nervous axis becomes at an early period divided, 
viz. the spinal cord and the brain, may be dealt with separately. 

The Spinal Cord, shortly after the closure of the medullary canal, 
has, in all the true Vertebrata, the form of an oval tube ; the walls of 
which are of a fairly uniform thickness, and are composed of several rows 
of elongated cells. This cord, as development proceeds, usually becomes 
vertically prolonged in transverse section, and the central canal which 
it contains also becomes vertically elongated. The variations in shape 
of the spinal canal are very great at different periods and in different 
parts of the body, and an attempt to chronicle them would appear, in 
the present state of our knowledge, to be quite valueless'*. Kig. 117, 
in which the spinal cord of the chick of the third day is shewn in 
transverse section, illustrates the character of the cord at the stage just 
described. Up to this time the walls of the spinal canal have exhibited 
an uniform structure. A series of changes now however takes place, 
which results in the differentiation (1) of the epithelium of the central 
canal, (2) of the grey matter of the cord, and (3) of the external 
coating of wliite matter. 

The relative time at which each of these parts becomes developed 
is not constant in the different forms. 

The white matter is apparently the result of a differentiation of 
tffee outermost parts of the superficial cells of the cord into longitudinal 
nerve-fibres, whioli remain for a long period without a medullary 
sheath. These fibres appear in transverse sections as small dots. The 
white matter foirris a transparent investment of the grey matter and 
would seem to contain neilher nuclei nor cells®. The white matter 
may from the first form only two masses, one on each side, forming 

^ For the development of the central neivoua system in Amphioxus and the Tunicata 
the reader is referred to the chapters dealing with those two groups. 

* Ijowc (No. 341) holds that at an early stage of development three regions can 
always be distinguished in any section of the central canal, viz. (1) a ventral narrow 
slit, (2) a median enlargement, and (8) a dorsal slit. Such a fonn can no doubt often 
be observed, but my own observations do not lead me to attach any special importance 
to it. 

* This holds true at first for Elasmobranchii, but at a later stage there are present 
numerous nerve-cells in the white matter, so that the distinction between the white 
and grey matter becomes much less marked than in higher types ; in this respect Elas- 
mobranchii present an approximation to Amphioxus. 
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a layer on the ventral and lateral parts of the spinal cord but not 
extending to the dorsal surface (Elasmobranchii, tig. 185, W) ; or it 
may form four patches, viz. an anterior and a posterior white column 
on each side, which lie on a level with the origin of the anterior and 
posterior nerve-roots (the Fowl, Human embryo, etc.). In whichever 
of these forms the white matter appears, it is always, at first, a layer of 
extreme tenuity, which rapidly increases in thickness in the subse- 
quent stages, and extends so as gradually to cover the whole cord 
(tig. 246). 

The anterior white commissure is formed very shortly after the first 
appearance of the white matter. The grey matter and the central 
epithelium are formed by a differentiation of the main mass of the 
spinal cord. The outer cells lose their epitlielial-like arrangement, 
and, becoming prolonged into fibres, give rise to the grey matter, 
while the innermost cells retain their primitive arrangement, and 
constitute the epithelium of the canal. The process of formation of 
the grey matter would appear to proceed from without inwards, so 
that some of the cells, which have, on tlie formation of the grey matter, 
an epithelial-like arrangement, subsequently become converted into 
true nerve-cells. 


As has already been 
mentioned, the central epi- 
thelium of the nervous sys- 
tem probably corresponds 
with the so-called epidermic 
layer of the cpiblast. 

The grey matter soon 
becomes prolonged dorsal ly 
and ventrally into the pos- 
terior and anterior horns. 
Its fibres may especially bo 
traced in two directions : — 
(1) round the anterior end 
of the spinnl canal, inline « 
(liately outside its epithe- 
lium and so to the grey 
matter on the opposite side, 
forming in this way an 
anterior grey commissure, 
through which a decussa- 
tion of the fibres from the 



PJ 

ep 

- spe 
— a^c 


opposite sides is effected; 
(2) dorsalwards along the 
outside of the lateral walls 
of the canal. 

There is at this period 
no trace of the ventral or 
dorsal fissure, and the shape 


Fia, 246. Section tiiuougii the spinal coud 

OF A SEVEN DA\b’ ChICK. 

pew, dorsal white column ; lew, lateral white 
column; new. ventral white column; c. dorsal 
tissue filling up the part where the dorsal fissure 
will be formed ; pc. dorsal grey cornu; ac. anterior 
grey cornu; ep. epithelial cells; ar/c. anterior com- 
missure; pf, dorsal part of spinal canal; npc. 
ventral part of spinal canal; af. anterior fissue. 
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of the central canal is not very different to what it was at an earlier 
period. This condition of the spinal cord is especially instructive, 
as it is very nearly that which is permanent in Amphioxus. 

The next event of importance is the formation of the ventral or 
anterior fissure. This owes its origin to a downgrowth of the anterior 
horns of the cord on each side of the middle line. The two down- 
growths enclose between them a somewhat linear space — the anterior 
fissure — which increases in depth in the succeeding stages (fig. 246, a/). 

The dorsal or posterior fissure is formed at a later period than the 
anterior, and accompanies the atrophy of the dorsal section of the 
embryonically large canal of the spinal cord. 

The exact mode of its formation appears to me to be still involved 
in some obscurity. 

In the Elements of Embryology the development of the posterior fissure 
was described in the following way : 

On the seventh day the most important event is the formation of the 
posterior fissure, 

“ This is brought about by the absorption of the roof of the posterior of 
the two parts into which the neural canal has become divided. 

Between the posterior horns of the cord, the epithelium forming the 
roof of the, so to speak, posterior canal is along the middle line covered 
neither by grey nor by white matter, and on the seventh day is partially 
absorbed, thus transforming the canal into a wedge-shaped fissure, whose 
mouth however is seen in section to be partially closed by a triangular 
clump of elongated cells (fig. 246, c). Below this mass of cells the fissure 
is open. It is separated from the ‘ true spinal canal ’ by a very narrow 
space along which the side walls have coalesced. In the lumbar and sjicral 
regions the two still communicate. 

“ We thus find, as was first pointed out by Lockhart Clarke, that the 
anterior and posterior fissures of the spinal cord are, morphologically speak- 
ing, entirely different. The anterior fissure is merely the space left between 
two lateral downward growths of the cord, while the posterior fissure is 
part of the original neural canal separated from the rest of the cavity 
(which goes to form the true spinal canal) by a median coalescence of the 
side walls.” 

I confess that I have some doubts as to the complete accuracy of the 
above statement. 

Kblliker gives a full account of the gradual atrojihy of the central 
canal ; but I do not fully understand his statements with reference to the 
formation of the posterior fissure, which in fact appears to be only inci- 
dentally mentioned. It would seem from liis account that a shallow and 
somewhat wide dorc«al fissure is formed to start with, in the human embryo, 
by two projections of the posterior white horns. On the atrophy of the 
central canal this furrow becomes narrowed, but Kblliker does not 
definitely state? how it becomes deepened so as to give rise to the permanent 
dorsal fissure. 

It seems to me probable, though further investigations on the 
point are still required, that the dorsal fissure is a direct result of the 
atrophy of the dorsal part of the central canal of the spinal cord. 
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The walls of the canal coalesce dorsally, and the coalescence 
gradually extends ventralwards, so as finally to reduce the central 
canal to a minute tube, formed of the ventral part of the original 
canal. The epithelial wall formed by the coalesced walls on the 
dorsal side of the canal is gradually absorbed. 

The epithelium of the central canal, at the period when its atrophy 
commences, is not covered dorsally either by grey or white matter, so 
that, with the gradual reduction of the dorsal part of the canal, and 
the absorption of the epithelial wall formed by the fusion of its two 
sides, a fissure between the two halves of the spinal cord becomes 
formed. This fissure is the posterior or dorsal fissure. In the process 
of its formation the white matter of the dorsal horns becomes pro- 
longed so as to line its walls; and shortly after its formation the 
dorsal grey commissure makes its appearance, which is not impro- 
bably derived from part of the epithelium of the original central 
canal. 

Development of the Br im. 

The brain is formed from the anterior portion of the medullary 
plate. When the medullary plate first becomes differentiated it is 
not possible to distinguish between the region of the brain and that 
of the spinal cord. The brain region is however usually very eaily in- 
dicated by a widening of the medullary plate, but does not become 
sharply marked off from the region of the spinal cord. In many 
Ichthyopsida (Elasmobranchii (fig. 28, C) and Amphibia (^fig. 77, Aj) 
the anterior dilatation gives to the medullary plate, before its sides 
meet to form a canal, a spatula-like form; which is either not present 
or less marked in Reptilia, Aves and Mammalia. 

The length of the brain as compared to the spinal cord is always 
very great in the embryo, and in the earliest developmental periods 
the disproportion in the size of the brain is specially marked, owing 
to the full number of the somites of the trunk not having been 
formed. In Elasmobranchii the brain is about one-third of the 
whole length of the embryo at the stage immediately following the 
closure of the medullary canal. 

The first differentiation of the brain into distinct parts is a very 
early occurrence, and may take place before (Mammalia) or during 
the closure of the medullary folds. The brain first becomes divided 
into two successive lobes or vesicles by a single transverse constric- 
tion, and subsequently the posterior of these again becomes divided 
into two, so that three lobes are formed — known as the fore- the 
mid- and the hind-brain ; of these the hind-brain is usually the 
longest. In some instances a bilobed stage can hardly be recognised. 
This primitive division of the brain is shewn in many of the figures 
already given. The reader may perhaps best refer to fig. 108. On the 
closure of the medullary groove the lumen of the medullary canal is 
continued uninterruptedly through the brain, but dilates considerably 
in each of the cerebral vesicles. 
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The anterior lobe of the brain becomes converted into the cere- 
bral hemispheres, the thalamencephalon, the primary optic vesicles, 
and the parts connected with them. The middle lobe becomes the 
optic lobes (corpora bigemina or corpora quadrigemina in Mammalia) 
and the crura cerebri; while the posterior lobe becomes converted into 
the cerebellum and njedulla oblongata. 

Before dcvscribing in detail the changes by which the primary 
vesicles of the brain become converted into the above parts, it will 
be convenient to say a few Avords about the general development of 
the brain. 

Tlie most striking peculiarity with reference to the general 
development of the brain is a curvature which appears in its axis, 
known as the cranial flexure. The flexure takes place through the 
mid-brain, and causes tlie fore-brain to be gradually bent downwards 
so that the axis of its floor forms, first, a right angle with that of the 
hinder part of the brain, and subse(|uently, as a rule, an acute angle. 

During these changes the brain, in most Arnniota at any rate, 
becomes in the first instance retort-shaped, the cerebral vesicle form- 
ing the swollen part of the retort, but subsequently the retort-shape 
is lost owing to the great development of the vesicle of the mid- 
brain, which forms the termination of the long axis of the embryo. 
Figs. 29, 76, and 118, are representative figures of embryos of various 
vertebrate forms at a period when the mid-brain forms the termina- 
tion of the long axis of the body. 

It is generally stated that the cranial flexure is at its maximum 
at the stage represented in these figures, and there can be no doubt 
that viewed from the exterior the cranial flexure ceases to be so 


ml) 



Fig. 247 . Longitudinal sec- 
tion THROUGH THE BRAIN OF A 
YOUNG PkISTIURUS EMBllTO. 

cer, commencement of the 
cerebral hemisphere; p/i. pineal 
gland; In, infundibulum; pt. in- 
growth from mouth to form the 
pituitary body; m6. mid-brain; 
ch. cerebellum; ch, notochord; 
al. alimentary tract; Zaa. artery 
of mandibular arch. 


marked a feature, and finally disappears 
as the embryo gradually grows older; but 
though the mid-brain censes to form the 
termination of the long axis of the em- 
bryo, the flexure of the brain becomes 
in many forms absolutely more marked; 
Avhile in other forms, though stated to 
diminish, it does not entirely vanish. 

The general nature of the changes 
which take place will perhaps best be 
understood by a comparison of figs. 247 
and 248 representing longitudinal sec- 
tions at two stages through the brain 
of an embryo Elasmobranch. I'he actual 
cranial flexure, i.e, flexure of the floor of 
the brain, is obviously greater in the 
older of the two brains, though viewed 
from the exterior the axis of this brain 
appears to be quite straight. In the 
younger stage, fig. 247, the mid-brain 
{mb) forms the end of the long axis of 
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the body, while in the older one the cerebral hemispheres (cer) have 
grown very greatly, especially for- 
wards and dorsalwards. They have av y 

thus come to lie in front of the mid- 
brain, and to form the end of the 
long axis of the body, and have at ^ '"Mr 

the same time compressed the origi- M 

nally large thalamencephalon against ^ 

the mid-brain. Tlie same general 
features may be seen in fig. 250 re- 

presenting a longitudinal section of 'v?i> 

the brain of an embryo fowl, and 
fig. 255 representing a longitudinal 
section of the brain of a Mammal. 


The infundibulum or perhaps 
rather the point of origin of the 
optic nerves is to be regarded as 
the anterior termination of the axis 
of the base of the brain. 

The cranial fiexiire is least marked 
in Oyclostomata (fig. 253), Teleostei, 
Ganoidei, and Amphibia, while it is 
very pronounced in Elasmobranchii, 
Reptilia, Aves, and Mammalia. In 
Teleostei, and still more in Cyclosto- 
mata, it permanently remains slight, 
owing to the small development of tlie 


Fio. 248. Longitudinal section 

THROUGH THE BRAIN OF SCYLLIUM CA- 
NICULA AT AN ADVANCED STAGE OF DE- 
VELOPMENT. 

cer. cerebral hemisphere; pn. p’- 
neal gland ; op.lh. optic thalamus, con- 
nected with its fellow by a commissure 
(the middle commissure). In front of 
it is seen a fold of the roof of the fore- 
brain, which is connected with the cho- 
roid plexus of the third ventricle; op. 
optic chiasma;pr. pituitary body; in. 
infundibulum ; cb. cerebellum ; au v. 
passage leading from the auditory vesi- 
cle to the exterior; mel. medulla ob- 
longata; C.in. internal carotid arteiy. 


cerebral hemispheres. ' i i - 

111 addition to the cranial flexures, two otlier flexures make their 
appearance in the base of the brain. A posterior at the junction of the 
brain and spinal cord, and an anterior at the boundary between the 
cerebellum and medulla oblongata, just at the point where the pons Varolii 
is formed in Mammalia. The anterior of these is the most marked and 
constant ; it is sliewn in fig. 250. It arises considerably later than the main 
cranial flexure, and since it is turned the op[)Osite way it assists to a con- 
siderable extent in causing the apparent straightening of the ci*anial axis. 


Histogenetic changes'. The walls of the brain are at first very 
thin and, like those of the spinal cord, are formed of a number of 
ranges of spindle-slnapcd cells. The processes of each of th(^e cells 
are stated to be continued through the whole thickness ot the wall. 
In the floor of the hind- and mid-brain a superficial layer of delicate 
nerve-fibres is formed at an early period. This layer appears in 
the first instance on the floor and sides of the hind-brain, and very 
slightly, if at all, later on the floor and the sides of the rnid-brain. 
Tlie cells internal to the nerve-fibres become differentiated into an 


1 It ifl not within the scope of this work to give an account of the histogenesis of the 
brain; in the statement in the text only a few points, of some morphological import- 
ance, are touched on. 
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innermost epithelial layer lining the cavities of the ventricles, and an 
outer layer of grey matter. 

The similarity of the primitive arrangement and histological 
character of the parts of the brain behind the cerebral hemispheres 
to tliat of the spinal cord is very conclusively shewn by the examina- 
tion of any good series of sections. In both brain and spinal cord 
the white matter forms a cap on the ventral and lateral parts con- 
siderably before it extends to the dorsal surface. In the medulla 
the white matter does not eventually extend to the roof owing to 
the peculiar degeneration which that part undergoes. 

In the case of the fore-brain the earliest histological changes, 
except possibly in Mammals, take place on the same general plan as 
those of the remainder of the central nervous system^ ; but though 
the general plan is the same, yet the early histological distinction 
between the fore-brain, and the mid- and hind-brain is more marked 
than the distinction between the latter and the spinal cord. 

On the floor and sides of the thalamencephalon, and apparently 
the whole of the hemispheres of the lower types, there is formed, 
somewhat later than in the remainder of the brain, a very delicate 
layer of white matter. The inner part of the wall, which still remains 
comparatively thin, is not at first clearly divided into an epithelial 
and nervous layer. This distinction soon however becomes more or 
less apparent, though it is not so marked as in most other parts of 
the brain; and it appears that in the subsequent growth the greater 
part of the original epithelial layer becomes converted into nervous 
tissue. 

In Mammals the same plan of differentiation would seem to 
be followed, though somewhat less obviously than in the lower 
types. The walls of the hemispheres become first divided (Kolliker) 
into a superficial thinner layer of rounded elements, and a deeper 
and thicker epithelial layer, and between these the fibres of the crura 
cerebri soon interpose themselves. At a slightly later period a thin 
superficial layer of white matter, homologous with that of the re- 
mainder of the brain, becomes established. 

The inner layer, together with the fibres from the crura cerebri, 
gives rise to the major part of the white matter of the hemispheres 
and to the epithelium lining the lateral ventricles. 

The outer layer of rounded cells becomes divided into (1) a 
superficial part with comparatively few^ cells, which, together with 
its coating of white matter, forms the cortical part of the grey matter, 
and (2) a deeper layer with numerous cells which forms the main mass 
of the grey matter of the hemispheres. 

The development of the several parts of the brain will now be 
described. 

The hind-brain. The hind-brain is at first an elongated, funnel- 


^ I have worked out the^e changes in Elasmobranchii, Amphibia (Salamandra) and 
Aves. 
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shaped tube the walls of which are of a nearly pniform tlnckness, 
though the roof and tloor are somewhat thinner than the sides. It 
forms a direct continuation of the spinal cord, into which it passes 
without any sharp line of demarcation. The ventricle it contains is 
known as the fourth ventricle. 

The sides become in the chick marked by a series of transverse 
constrictions, dividing it into lobes, which are somewhat indehnite in 
number. The first of these remains permanent, and its roof gives rise 
to the cerebellum. It is uncertain whether the other constrictions have 
any morphological significance. More or less similar constrictions are 
present in Teleostei. In Elasmobranchii the medulla presents on its 
inner face at a late period a series of lobes corresponding with the roots 
of the vagus and glossopharyngeal nerves, and it is possible that the 
earlier constrictions may potentially correspond to so many nerve-roots. 

Throughout the Vertebrata an anterior lobe of the hind-brain 
becomes very early marked off, so that the primitive hind-brain 
becomes divided into two regions which may be conveniently spoken 
of as the cerebellum (figs. 247 and 248, ch) and medulla oblongata. 
The floor of these regions is quite continuous and is also prolonged 
without any break into the floor of the mid-brain. 





Fio. 249. Section through the hind-biuin of a Chick at the end of the 

THIRD DAY OF INCUBATION. 

IV. Fourth ventricle. The section shews the very thin roof and thicker sides of 
the ventricle. Ch. Notochord; CV. Anterior cardinal vein; CO. Involuted auditory 
vesicle; CC points to the end which will form the cochlear canal; RL. Eecessus 
labyrinthi (remains of passage connecting the vesicle with the exterior) ; hy. Hypoblast 
lining the alimentary canal; AO., AO A. Aorta, and aortic arch. 


The posterior section of the hind-brain, which forms the medulla, 
undergoes changes of a somewhat complicated character. In the first 
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]Aace its roof becomes in front very much extended and thinned out. 
At the raphe, where the two lateral halves of the brain originally 
united, a separation, as it were, takes place, and the two sides of the 
brain become pushed apart, remaining united by only a very thin 
layer of nervous matter, consisting of a single row of flattened cells 
(fig. 249). As a result of this peculiar growth in the brain, the roots 
of the nerves of the two sides, which were originally in contact at the 
dorsal summit of the brain, become carried away from one another, 
and appear to arise at the sides of the brain. 

The thin roof of the fourth ventricle is triangular, or, in Mammalia, 
somewhat rhomboidal in shape. The apex of the triangle is directed 
backwards. 

At a later period the blood-vessels of the pia mater form a rich 
plexus over the anterior part of the thin roof of the medulla, which 
becomes at the same time somewhat folded. The whole structure is 
known as the tela vasculosa or choroid plexus of the fourth 
ventricle (fig. 250, chd 4), The floor of the whole hind-brain becomes 
thickened, and there very soon appears on its outer surface a layer of 
non-medullated nerve-fibres, similar to those which first appear on 
the spinal cord. They are continuous with a similar layer of fibres 
on the floor of the mid-brain, where they constitute the crura cerebri. 
On the ventral floor of the medulla is a shallow continuation of the 
anterior fissure of the spinal cord. 

In Elasmobranchii and many Teleostei the restiform tracts are well 
developed, and are anteriorly continutd into the cerebellum, of which 
they form the peduncles. Near their junction with the cerebellum they 
form prominent bodies, which are regarded by Miklucho-Maclay as repre- 
senting the true cerebellum of Elasmobranchii. 

Ill Elasmobranchii a dorsal pair of ridges projects intt) the cavity of the 
fourth ventricle, corresponding apparently with the fasciculi teretes of the 
Mammalia. 

In Mammalia there develop, subsequently to the longitudinal fibres 
already spoken of, first the olivary bodies of the ventral side of the medulla, 
and at a still later period the pyramids. The fasciculi teretes in the cavity 
of the fourth ventricle are developed shortly before the pyramids. 

When the hind-brain becomes divided into two regions the roof 
of the anterior part does not become thinned out like that of the 
posterior, but on the contrary, becomes somewhat thickened and forms 
a band-like structure roofing over the anterior part of the fourth 
ventricle (fig. 247 and fig. 253, ch). 

This is a rudiment of the cerebellum, and in all Craniate Ver- 
tebrates it at first presents this simple structure and insignificant 
size. In Cyclostomata, Amphibia and many Reptilia this condition 
is permanent. In Elasmobranchii, on the other hand, the cerebellum 
assumes in the course of development a greater and greater pro- 
minence (fig. 248, c6), and eventually overlaps both the optic lobes 
in front and the medulla behind. In the later embryonic stages it 
exhibits in surface-views the appearance of a median constriction, and 
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the portion of the ventricle contained in it is prolonged into two 
lateral outgrowths. 

Miklucho-Maclay, from hia observations on the brains of adult Elasino- 
branchii, was led to regard what is here called the cerebellum as identical 
with the mid-brain, and the true rnid-brain as part of the thalamencephalon. 
Miklucho-Maclay was no doubt misled by the large size of the cerebellum, 
but, as we have seen, this body does not begin to be conspicuous till late in 
embryonic life. 

The mid-brain and thalamencephalon (according to the ordinary inter- 
pretations) have ill the embryo of Elasmobranchs exactly the same relations 
as in the embryos of other Vertebrates; so that the embryological evidence 
appears to me to be conclusive against Miklucho-Maclay ’s view. 

In Birds the cerebellum attains a very considerable development 
(fig. 250, cbl), consisting of a folded central lobe with an arbor vitae, 
into wliich the fourth ventricle is 2irolonged. There are two small 
lateral lobes, apparently equivalent to the flocculi. Anteriorly the 



Fia. 250 . Longitudinal section thuough the buain of a Chick of ten davs. 

(After Mihalkovics. ) 

Imis. cerebral hemispheres ; alf, olfactory lobe; alf^, olfactory nerve; ggt, corpus 
striatum; oma. anterior commissure; ch(l'6, choroid plexus of the third ventricle; 
pin. pineal gland; cmp. posterior commissure; trni, lamina terminalis; chm. optic 
chiasma; inf. infundibulum; hph. pituitary body; hgni. commissure of Sylvius (roof 
of iter a tertio ad quartura veutriculum) ; velum medullBB aiiterius (valve of 

Vieussens); chi. cerebellum; chd-i. choroid plexus of the fourth ventricle ; o6t4. roof 
of fourth ventricle; ohl. medulla oblongata; jym. commissural part of medulla; inv. 
sheath of brain ; bis. basilar artery ; erts, internal carotid. 


cerebellum is connected with the roof of the rnid-brain by a delicate 
membrane, the velum medullae anterius, or valve of Vieussens (fig. 
250, vma). The pons Varolii of Mammalia is represented by a small 
number of transverse fil)res on the floor of the hind-brain immediately 
below the cerebellum. 

In Mammalia the cerebellum attains a still greater development. 
The median lobe or vermiform process is first developed. In the 
higher Mammalia the lateral parts forming the hemispheres of the 
cerebellum become formed as swellings at the sides at a considerably 
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later period, and are hardly developed in tlie Monotremata and Mar- 
supialia. 

The cerebellum is connected with the roof of the mid-brain in front and 
with the choroid plexus of the fourth ventricle behind by delicate mem- 
branous structures, known as the velum medullse anterius (valve of 
Vieussens) and the velum medullae posterius. 

The pons Varolii is formed on the ventral side of the floor of the 
cei'ebellar region as a bundle of transverse fibres at about the same time as 
the olivary bodies. 

TllO mid-brain. The changes undergone by the mid-brain are 
simpler than those of any other part of the brain. We have already 
seen that the mid-brain, on the appearance of the cranial flexure, 
forms an unpaired vesicle with a vaulted roof and curved floor, at 
the front end of the long axis of the body (fig. 118, MB), It is at 
this period in most Vertebrates relatively much larger than in the 
adult ; and it is only in the Teleostei that it more or less retains in 
the adult its embryonic proportions. 

The cavity of the mid-brain, greatly reduced in size in the higher 
forms, is known as the iter a tertio ad quartum ventriculum, or aque- 
ductus Sylvii. 

The roof of the mid-brain is sharply constricted off from the 
divisions of the brain in front of and behind it, but these constrictions 
do not extend to the floor. 

In some Vertebrates the region of the mid-brain is stated to 
undergo hardly any further development. In the Axolotl it remains 
according to Stieda' as a simple tube with nearly uniformly thick 
walls. In the majority of forms it undergoes, however, a more com- 
plicated development. 

In Elasmobranchs the sides become thickened to form the optic lobes, 
which are soon separated by a median longitudinal groove. The floor be- 
comes thickem^d to form the crura cerebri. The primitive simple median 
cavity becomes imperfectly divided into a median portion below, and two 
lateral diverticula in the optic lobes. 

In Teleostei the changes, resulting in the formation of (1) a pair of 
longitudinal ridges projecting from the roof into the cavity of the iter, 
constituting the fornix of Gottsche, and (2) of the two swellings pn the 
floor, forming the tori semicirculares, are more complicated, but have not 
been satisfactorily worked out. In Bombinator and the Anura generally 
the changes are of the same nature as those in Elasmobranchii, except that 
the prolongations of the ventricle into the optic lobes are still further con- 
stricted off from the median portion, which forms the true iter. 

In Reptilia and Aves the development of the mid-brain takes place on 
the same type as in Elasmobranchii and the Anura. In Birds the optic 
lobes are pushed very much aside, and the roof of the iter is greatly thinned 
out. In Mammalia the sides of the mid-brain give rise to two pairs of 
promiuences—the corpora quadrigemina— instead of the two optic lobes of 

* “Ueb. d. Ban d. centralen Nervenaystem d. Axolotl.” Zeit, /. wist, ZooL, Vol 
XXV. 1875. 
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other Veiiiebrata. The prominences, which do not contain prolongations 
of the iter, become first visible on the appearance of an oblique transverse 
furrow, while the anterior pair alone are separated by a longitudinal furrow. 
In the later stages of development the longitudinal furrow is continued so 
as to bisect the posterior pair. 

The floor, which is bounded posteriorly by the pons Yarolii, becomes the 
crura cerebri. The coipora geniculata interna also belong to this division 
of the brain. 

Fore-brain. In its earliest condition the fore-brain forms a single 
vesicle without a trace of separate divisions, but very early it buds off 
the optic vesicles, whose history is described with that of the eye. 


j 


Fig. 251. Section through the front 

PART OF THE HEAD OF A LePIDOSTEUS EMBRYO 
ON THE SEVENTH DAY AFTER IMPREGNATION. 

al. alimentary tract; Jh, thalamencepha- 
lon; 1. lens of eye; op.v. optic vesicle. The 
mesoblaat is not represented. 

The optic vesicles become gradually constricted off- from the fore-* 
brain in a direction obliquely backwards and downwards. They remain, 
however, attached to it at the anterior extremity of the base of the 
fore-brain (fig. 251 op.v). While the above changes are taking place 
in the optic vesicles the anterior part of the fore-brain becomes pro- 
longed, and at the same time somewhat dilated. At first there is no 
sharp boundary between the primitive fore-brain and its anterior pro- 
longation, but there shortly appears a constriction which passes from 
above obliquely forwards and downwards. This constriction is shallow 
at first, but soon becomes much deeper, leaving however the cavities 
of the two divisions of the fore-brain united ventrally by a somewhat 
wide canal (fig. 252). 

Of these two divisions the posterior becomes the thalamen- 
jephalon, while the anterior and larger division {cer) forms the rudi- 
ment of the cerebral hemispheres and olfactory lobes. For a con- 

B. E. II. 23 




Fig. 252, Lonoitudinad sec* 

TION THROUGH THE BliAIN OF A 
YOUNG PltlSTIURUS EMBRYO. 

cer. commencement of cerebral 
hemisphere ; pn. pineal gland ; In. 
infundibulum ; pt. ingrowth of 
mouth to form the pituitary body; 
mb, mid-brain; eh. cerel)ellum; ch. 
notochord; al. alimentary tract; 
laa. artery of mandibular arch. 
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siiluriiblu purioil tlii.s ruiliinout ri'inains perfectly .simple, and exhibits 
111 ) eitbor uxteiiially ur interiifilJy, of a lonjjituLliual constriction 

(lividiiij^ it into two lobes. 

From the, !il)i»ve description it mny be ennelnib‘d that the rinli- 
jnent of the ciMebral beniispbeies i.s cont.iiiied in tlie orij^inal 
fore-brain. In spite hnwevor of their great imjjorlanee in all the 
Craniata, it is probable that the hemisjiheres were either not pre.sent 
as disliiict siructnre.s, or only impiTfeetly se]iarateil from the thala- 
inencephalon, in the primitive vertebrate stm k. 

The thalamencephalon. The tlialaimoicepladon varies so slightly 
in structure thrnnghmit the Vertebrate series that a geiu ral descrip- 
tion will suffice for all the types. 

It forms at first a simple vesich* the walls of which are of a nearly 
uniform thickness anil formeil of the usual spindle-shaped cells. 

The cavity it contains is known as the third ventricle. Anteriorly 
it opens widely inlo the cerebral rndimenl, ami jiosteriorly into the 
ventricle of the miil-hiaiii. The opening into the cerebral rudiment 
becomes the foramen of Munro. 

For convenienc e of description I shall divide it into three regions, 
viz. (1) the floor, (!2) the sidi\s, and the roof. 

The Hour becomes divided into two parts, an anterior part, giving 
origin to the optic nerves, in which ia formed the optic: cliiasma; and 
a posterior part, wliieh becomes produced into an at first incon- 
spicuous prmiiineuce — the rudiment of the infumlibulum (hg. 252 
h\). This comes in coutaet with an involution from the mouth, 



Fir. 25:1. I)iAi;r.AaiMATic vertical section TiiiiorruT rnE ukao of a larva of 


Petkomyzon. 

The liirvu, had been hatched three days, and wuh 4-H iiiiu. in length. The optic and 
auditory vesicles aru supposed to be seen through the tissues. 

f./i. cerebral hemisphern; f/i. optic thalamus ; in. infundihulnni ; pn. pineal gland; 
mb. mid-brain; ch. cerebelhiin; ind. nuMhilla oblongata; aii.tJ. auditory vesicle ; op. 
optic vesicle; oh olfactory pit; i;r. mouth; br.c. branchial pouches; //i. thyroid 
involution; r.jtti. vniitral aorta; ht. vciitriclo of heart; ch. notochord. 

which gives rise to the pituitary body (fig. 252 pf), the development 
of which will be dealt with separately. 

In the latei- stages nf development the iiifimdibulurn becomes 
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gradually pruloniTod, jiinl forms an elongated diverticulum of the third 
ventricle, the tipex of which is in contact with the j)ituitary body 
(tigs. 252, 251< in, and fig.s. 25U and 255 inf). 

Along the sides of the infiindihulum run the commissural fibres 
connecting the lloor of the inid-braiii with the cerebrum. 

In its later stages the infundibular regioii presents considerable varia- 
tions ill the different vertebrate types, lii Fishes it generally remains veiy 
large, and perinaneiitly forms a marked diverticiihiin of the floor of the 
thalamenceplialon. In Flasmohraiieliii the di.stal I'ml heeonie.s divided ijito 
three lobes — a iiiediaii and two lateral. The lateral inhes appear to become 
the sacei vasculosi of thi! adult. 

In Teleostei peculiai' hiulios known as the lobi infeiiores (hypoaria) 
make their appeal ajiia; at tlie aides of tJie iiifiiiulibuliim. TJiuy apjiear to 
correspond in position with the tuhor 
cinereum of ilaininalia*. In Ih'rds, 

Reptiles, and Amphibia the lower part 
of the embryonic infundibulum becomes 
atrophied and reduced to a mere finger- 
like process — the processus infuudibuli. 

In Mammalia the posterior part of 
the primitive infundibulum becomes the 
corpus albicans, wliicli is double in Man 
and the higher Apes ; the ventral part 
of the posterior wall forms the, tuber 
cinereum. Laterally, at the junction of 
the optic thalami and iiifuiidilmhiiii, 
there are placed the fibres of the 
crura cerebri, which are probably de- 
rived from the walls of the infundi- 
bulum. A special process grows out 
from the base of the itifuiidibuhiTii, 
which undergoes peculiar changi's, and 
becomes intimately united with the 
pituitary body ; in which connection it 
will be more fully described. 

Tlie sides of the thalameiicc- 
phalon become very early thickened 
to form the optic thalami, which con- 
stitute the most important section of 
the thalamencephalon. They are 
separated, in Mammalia at all 
events, on their inner aspect from 
somewhat S-shaped groove, known as the sulcus of Munro, which 
ends in the foramen of Munro. They also become in Mammalia 
secondarily united by a transverse coiiimissiire, the grey or middle 
commissure, which passes across the cavity of the third ventricle. 



FjjJ. 254. I jDNinTUlllNAI. HKl’TrDX 

TllUdUUII THJ;: BIIAIN r»F Sl'YI.I.ITM L'ANI- 
CUIA AT AN ADVANCKD K'l’AliK HI’ DK- 
VKnorMliNT. 

fvr. liprobral hEniiH]ihcTi‘ ; pn. pi- 
neal ^lanil; tlialamus, euii- 

willi its fi'llnw by a tiinnmissiiii! 

(tlie iiiiililli! I'Diiniiissnre)- rront uf 

it ia Keen a fnlil ni' tin; mot' of the fore- 
brain, which is the i bnmiil plexus of 
the thinl veiitrio'e; up. optic ebiasma; 
pt. pituitary body; in. iiifuiidibulum ; 
(’h. cprebeliurii ; rtn.v. passage leading 
from the aiidilory vusiele to the ex- 
terior; mi'f. iiiiMlulla oblongata; C.in. 
internal carotid artery. 

the infundibular region by a 


^ For the relations of these bodies, vide h. f^tieda, "Stud. lib. d. centrale Nerven- 
system d. Knochenfische.” Zeit. f. wise. Zoul. VoL xviri. 1B6B. 
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This commissure is probably homologous with, and derived from, a 
commissural band in the roof of the thalamencephaJon, placed imme- 
diately in front of the pineal gland which is well developed in Elaj^- 
inobranchii (fig. 254). 

The roof undergoes more complicated changes. It becomes di- 
vided, on the appearance of the pineal gland as a small papilliform 
outgrowth (the development of which is dealt with separately), into 
two regions — a longer anterior in front of the pineal gland and a 
shorter posterior. The anterior region becomes at an early period 
excessively thin, and at a later period, when the roof of the thalamen- 
cephalon is shortened by the approach of the cerebral hemispheres 
to the mid-brain, it becomes {vide figs. 250 and 255 chd 3 and 254) 
considerably folded, while at the same time a vascular plexus is formed 
in the pia mater above it. On the accomplishment of these changes 
it is known as the tela choroidea of the third ventricle. 

In the roof of the third ventricle behind the pineal gland there 
appear in Elasmobranchii, the Sauropsida and Mammalia transverse 
commissural fibres, forming a structure known as the posterior com- 
missure, which connects together the two optic thalami. 

The most remarkable organ in the roof of the thalamencephalon is 
the pineal gland, which is developed in most Vertebrates as a simple 
papilliform outgrowth of the roof, and is at first composed of cells 
similar to those of the other parts of the central nervous sj^stem (figs. 
250, 252, 254 and 255 pn or pin). In the lower Vertebrata it is 
directed forw^ards, but in Mammalia, and to some extent in Aves, it 
is directed backwards. 

In Amphibia it is described by Gotte (No. 296) as being a product of 
the point where the roof of the brain remains latest attached to the external 
skin. 

The figure which Gotte gives to prove this does not appear to me fully 
to bear out his conclusion; which if true is very important. Although 
I dii’ected my attention specially to this point, I could find no indication 
in Elasmobranchii of a process similar to that described by Gotte, and his 
observations have not as yet been confirmed for other Vertebrates. Gotte 
compares the pineal gland to the long-persisting pore which leads into the 
cavity of the brain in the embryo of Amphioxus, and we might add the 
Ascidians, and, should his facts be confirmed, the conclusion he draws from 
them would appear to be w’ell founded. 

The later stages in the development of the pineal gland in different 
Vertebrates have not in all cases been fully worked oiit\ 

In Elasmobranchii the pineal gland becomes in time very long, 
and extends far forwards over the roof of the cerebral hemispheres 
(fig. 254 pn). Its distal extremity dilates somewhat, and in the 
adult the whole organ forms (Ehlers, No. 337 ) an elongated tube, 
enlarged at its free extremitj^ and opening at its base into the brain. 
The enlarged extremity may either be lodged in a cavity in the 


1 For a full account of this subject vide Ehlers (No. 337). 
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cartilage of the cranium (Acanthias), or be placed outside tlie 
cranium (Raja). 

In Petromyzon its form is very different. It arises (fig. 253 pn) 
as a sack-like diverticulum of the thalamencephalon extending at 
first both backwards and forwards. In the Ammocoete the walls of 


this sack are deeply infolded. 

The embryonic form of the pineal gland in Amphibia is very much 
like that which remains permanent in Elasmobranchii ; the stalk 
connecting the enlarged terminal portion with the brain soon however 
becomes solid and very 


thin except at its prox- 
imal extremity. The 
enlarged portion also 
becomes solid, and is 
placed in the adult 
externally to the skull, 
where it forms a mass 
originally described by 
Stieda as the cerebral 
gland. 

In Birds the primi- 
tive outgrowth to form 
the pineal gland be- 
comes, according to 



Mihalkovics, deeply 

indented by vascular (V 

connective tissue in- . 

, ^ f 'f I'lO. 2o«>. LONOITUDINAI, VKRTICATi RKCTION THROUOH 

growths, so that it ANTEUIOK part of TIIE brain of an embryo rabbit 


assumes a dendritic of four centimetres. (After Mihalkovics. ) 


structure (fig. 25()pm). 

The proximal ex- 
tremity attached to the 
roof of the thalamen- 
ceplialon forms a spe- 
cial section, known as 
the infra-pineal pro- 
cess. The central lu- 
men of the free part 
of the gland finally 
atrophies, but the 
branches still remain 


The section passes tliioiuj^h the median line so that 
the cerebral hemispheres are not cut; their position is 
however indicated in outline. 

gpt. septum lucidnm formed by the coalescence of 
the inner walls of part of the cerebral hemispheres ; 
aia. anterior commissure ; J)\c. vertical pillars of the 
fornix; cal. genu of corpus callosum; frm. lamina ter- 
miiialis ; /nns. cerebral hemispheres; ol/\ olfactory lobes; 
arl. artery.of corpus callosum; f/nr. position of foramen 
of Munro; chd choroid plexus of third ventricle; j)iv. 
pineal gland; cmp. posterior commissure; hgm. laiiiina 
uniting the lobes of the mid-brniu; chin, optic chiasma; 
hph. pituitary body; inf. infundibulum; pnft. pons Vn- 
rolii ; pde. cerebral peduncles ; agd. iter. 


hollow. The infra-pineal process becomes reduced to a narrow stalk, 
connecting the branched portion of the body with the brain. The 
branched terminal portion and the stalk obviously correspond with 
the vesicle and distal part of the stalk of the types already described. 
In Mammalia the development of the pineal gland is, according to 
Mihalkovics, generally similar to that of Birds. The original out- 
growth becomes branched, but the follicles or lobes to which the 
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branchiug gives rise eventually become solid (tig. 255 pin). An infra- 
pineal process is developed comparatively late, and is not sharply 
separated from the roof of the brain. 

No satisfactory suggestions have yet been offered as to the nature 
of the pineal gland, unless the view of Gotte be regarded as such. It 
appears to possess in all forms an epithelial structure, but, except at 
the base of the stalk (infra-pineal process) in Mammalia, in the wall 
of which there are nerve-fibres, no nervous structures are present in 
it in the adult state. 

The pituitary body. Although the pituitary body is not properly 
a nervous structure, yet from its intimate connection with the brain it 
will be convenient to describe its development here. The pituitary 
body is in fact an organ derived from the epiblast of the stomodaeum. 
This fact has been demonstrated for Mammalia, Aves, Amphibia and 
Elasmobranchii, and may be accepted as holding good for all the Crani- 
ata^ The epiblast in the angle formed by the cranial flexure becomes 
involuted to form the cavity of the mouth. This cavity is bordered 
on its posterior surface by the front wall of the alimentary tract, and 
on its anterior by the base of the forc-braiii. Its uppermost end 
does not at first become markedly constricted off from the remainder, 
but is nevertheless the rudiment of the pituitary body. 

Fig. 256 represents a transverse section through the head of an 
Elasmobranch embryo, in which, owing to the cranial flexure, the fore 
part of the head is cut longitudinally and horizontally, and the 
section passes through both the fore-brain {fb) and the hind-brain. 
Close to the base of the fore-brain arc seen the mouth (m), and the 
pituitary involution from this {pt). In contact with the pituitary 
involution is the blind anterior termination of the throat {al) which a 
little way back opens to the exterior by the first visceral cleft (l v,c). 
This figure alone suffices to demonstrate the correctness of the 
above account of the pituitary body ; but its truth is still further 
confirmed by fig. 252 ; in which the mouth involution {pt) is in 
contact with, but still separated from, the front end of the alimentary 
tract. Very shortly after the septum between the mouth and throat 
becomes pierced, and the two are placed in communication, the 
pituitary involution becomes very partially constricted off from the 
mouth involution, though still in direct communication with it. In 
later stages the pituitary involution becomes longer and is dilated 
terminally; while the passage connecting it with the mouth becomes 
narrower and narrower, and is finally reduced to a solid cord, which 
in its turn disappears. 

Before the connection between the pituitary vesicle and the mouth 

^ Scott states that in the larva of Petromyzon the pituitary body is derived from 
the walls of the nasal pit; QnaH. J. of Micr. Science ^ Vol. xxi. p. 750. I have not 
myself completely followed its development in Petromyzon, but I have observed a 
slight diverticulum of the stomoda&uni which I believe gives origin to it. Fuller details 
are in any case required before we can admit so great a divergence from the normal 
development as is indicated by Scott's statements. 
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is obliterated the cartilaginous cranium becomes developed, and it 
may then be seen that the infundibulum projects tlirough the pitui- 
tary space to come into close juxtaposition with the pituitary body. 

After the pituitary vesicle has lost its connection witli the mouth 
it lies just in front of the infundibulum (figs. 250 and 255 and 
fig. 254 and soon becomes sur- 
rounded by vascular mesoblast, which 
grows in and divides it into a number 
of branching tubes. In many forms 
the cavity of the vesicle completely 
disappears, and the branches become 
for the most part solid [Cyclostoniata 
and some Mammalia (the rabbit), 

Elasmobranchii, Teleostei and Am- 
phibia]. In Rep til ia, Aves and most 
Mammalia the lumen of the organ is 
more or less retained (W. Miiller, No. 

344). 

Although in the majority of tlie 
Vertebrata there is a close connection 
between the pituitary body and the 
infundibulum, there is no actual fusion 
between the two. In Mammalia the 
ease is different. The part of the in- 
fundibulum which lies at the hinder 
end of the pituitary body is at first a 
simple finger-like process of the brain 
(fig. 255 inf), but its end becomes 
swollen, and the lumen in this part 
becomes obliterated. Its cells, origi- 
nally similar to those of tlie other 
parts of the nervous system and even 
(Kolliker) containing differentiated 
nerve-fibres, partly atrophy, and partly 
assume an indifferent form, while at 
the same time there grow in amongst 
them numerous vascular and connec- 
tive-tissue elements. The process of the infundibulum thus meta- 
morphosed becomes inseparably connected with the true pituitary 
body, of which it is usually described as the posterior lobe. The 
part of the infundibulum which undergoes this change is very pro - 
bably homologous with the saccus vasculosus of Fishes. 

The true nature of the pituitary body has not yet been made out. It is 
clearly a rudimentary organ in existing craniate Vertebrates, and its 
development indicates that when functional it was probably a sense organ 
opening into the mouth, its blind end reaching to the base of the brain. No 
similar organ has as yet been found in Amphioxus, but it seems J)o.s^‘ible 
perhaps to identify it with the peculiar ciliated sack placed at the o[>ening 



Fio. 25(). Tiunsverse section 

THJIOUOH THE FRONT PART OF THE 
HEAP OF A YOU NO PrISTIDRUS EMBRYO. 

The section, owing: to the cranial 
flexure, cuts both the fore- and the 
hind-brajn. It sliews the preman- 
dibtilar and mandibular head c.avities 
\pp and 2pp, etc. The section is 
moreover somewhat oblique from side 
to side. 

fh, fore-brain ; I, lens of eye ; vi, 
mouth ; pt. upper end of mouth, 
forming pituitary involution ; lao. 
mandibular aortic arch ; \pp. and 
*lpp. first and second head cavities ; 
Irc. first visceral cleft ; V, fifth 
nerve; aun. auditory nerve; VII. 
seventh nerve; aa. roots of dorsal 
aorta; acv. anterior cardinal vein; 
ch. notochord. 
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of the pharynx in. the Tunicata, the development of which was described 
at p. 15. If the suggestion is correct, the division of the body into h)be8 
in existing Vertebrata must be regarded as a step towards a retrogressive 
metamorphosis. 

Another possible view is to regard the pituitary body as a glandular 
structure which originally of)ened into the mouth in the lower Chordata, 
but which has in all existing forms ceased to be functional. The intimate 
relation of the organ to the brain appears to me opposed to this view of 
its nature, while on the other hand its permanent structure is more easily 
explained on tliis view than on that previously stated. In the Ascidians 
a glandular organ has been described by Lacaze Duthiers ‘ in juxtaposition 
to the ciliated sack, and it is possible that this organ as well as the 
ciliated sack may be related to the pituitary body. In view of this [) 0 s- 
sibility further investigations ought to be carried out in order to determine 
whether the whole pituitary body is derived from the oral involution, or 
whether there may not be a nervous part and a glandular })art of the organ. 

The Cerebral Hemispheres. It will be convenient to treat sepa- 
rately the development of the cerebral hemispheres proper, and that 
of the olfactory lobes. 

Although the cerebral hemispheres vary more than any other part 
of the brain, they are nevertheless developed fn)in the unpaired 
cerebral rudiment in a nearly similar manner throughout the series 
of Vertebrata. 

Mn the cerebral rudiment two parts may be distinguished, viz. the 
floOir and ilie roof. The former gives rise to the ganglia at the base of 
the hemispheres — corpora striata, etc. — the latter to the hemispheres 
proper. 

The first change which takes place consists in the roof growing 
out into two lobes, between which a shallow median constriction makes 


its appearance (fig. 257). The two lobes thus formed are the rudi- 
ments of the two hemispheres. 



The cavity of each of them opens 
by a widish aperture into the 
vestibule at the base of the 
cerebral rudiment, which again 
opens directly into the cavity of 
the third ventricle (.3 v). The 
Y-shaped aperture thus formed, 
which leads from the cerebral 
hemispheres into the third ven- 
tricle, is the foramen of Munro. 
The cavity (Iv) in each of the 
rudimentary hemispheres is a 


HORIZONTAL SECTION THROUGH THE FORE- 
BRAIN. 

3.V. third ventricle ; Iv. lateral ventricle ; 
It. lamina terminalis ; ce. cerebral hemi- 
sphere ; op. til, optic thalamus. 


lateral ventricle. The part of 
the cerebrum which lies between 
the two hemispheres, and passes 
foyvards from the roof of the 


^ ‘^Les Ascidies simples des C6tes de France.” Archives de Biologie exp^r. et ginirale^ 
Vol. m. 1874, p. 329. 
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third ventricle round the end of the brain to the optic chiasma, is the 
rudiment of the lamina terminalis (figs. 257 It and 255 trm). Up to 
this point the development of the cerebrum is similar in all Verte- 
brata, but in some forms it practically does not proceed much further,’ 

In Elasmobranchii, although the cerebrum reaches a considerable 
size (fig. 254 eer), and grows some way backwards over the thalamen- 
cephalon, yeJLit^is not in many forms divided into two distinct lobes, 
but its paired nature is'TJUiy -marked by a shallow constriction on the 
surface. The lamina terminalis in the later stages of development 
grows backwards as a thick median septum which completely separates 
the two lateral ventricles^ (fig. 263). 

There are, it may be mentioned, considerable variations in the 
structure of the cerebrum in Elasmobranchii into which it is not 
however within the scope of this work to enter. 

In the Teleostei the vesicles of the cerebral hemispheres appear at 
first to have a wide lumen, but it subsequently becomes almost or 
quite obliterated, and the cerebral rudiment forms a small bilobed 
nearly solid body. In Petromyzon (fig. 253 ch) the cerebral rudiment 
is at first an unpaired anterior vesicle, which subsequently becomes 
bilobed in the normal manner. The walls of the hemispheres become 
much thickened, but the lateral ventricles persist. 

In all the higher Vertebrates the division of the cerebral rudiment 
into two distinct hemispheres is quite complete, and with the deep- 
ening of the furrow between the two hemispheres the lamina terminalis 
is carried backwards till it forms a thin layer bounding the third 
ventricle anteriorly, while the lateral ventricles open directly into 
the third ventricle. 

In Amphibians the two hemispheres become united together 
immediately in front of the lamina terminalis by commissural fibres, 
forming the anterior commissure. They also send out anteriorly two 
solid prolongations, usually spoken of as the olfactory lobes, which 
subsequently fuse together. 

In all Reptilia and Aves there is formed an anterior commissure, 
and in the higher members of the group, especially Aves (fig. 250), 
the hemispheres may obtain a considerable deveb)pment. Their outer 
walls are much thickened, while their inner walls become very thin ; 
and a well-developed ganglionic mass, equivalent to the corpus 
Striatum, is formed at their base. 

The cerebral hemispheres undergo in Mammalia the most com- 
plicated development. The primitive unpaired cerebral rudiment 
becomes, as in lower Vertebrates, bilobed, and at the same time 
divided by the ingrowth of a septum of connective tissue into two 
distinct hemispheres (figs. 260 and 261 / and 258 i). From this 
septum is formed the falx cerebri and other parts. 

^ A comparison of the mode of development of this septum with that of the septum 
luoidum with its contained commissures in Mammalia clearly shews that the two 
structures are not homologous, and that Miklucho-Maclay is in error in attempting to 
treat them as being so. 
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The hemisphei’es contain at first very large cavities, communicating 


/. s. 



Fig. 258. Brain of a three months’ 
HUMAN embryo: NATURAL SIZE. (Fl’Om Kol- 
liker.) 

1. From above with the dorsal part of 
hemispheres and mid-brain removed ; 2. 
From below. /. ant( rior part of cut wall of the 
hemisphere; /'. coi nil ammonis; optic 
thalamus; cst. corpus striatum; to. optic 
tract; cm. corpora niarnmillaria; p. pons 
Varolii. 

of which constitute the permanent 
of the lateral ventricles (fig. 262 st). 
With tlie further growth of the 


by a wide foramen of Munro 
with the third ventricle (fig. 
260). They grow rapidly in size, 
and extend, backwards, 
and gradually cover the thala- 
mencephalon and the rn id-brain 
(fig. 258 1,/). The foramen pf 
Munro becomes very much nar- 
rowed and reduced to a mere 
slit. 

The walls are originally 
nearly uniformly thick, but the 
floor becomes thickened on each 
side, and gives rise to the corpus 
striatum (figs, 260 and 261 st). 
The corpus striatum projects 
upwards into each lateral ven- 
tricle, giving to it a somewhat 
semilunar form, the two horns 
anterior and descending cornua 

hemisphere the corpus striatum 



Fig. 25y. Transverse section through the brain of a rabbit of five 
CENTIMETRES. (After Mihalkovics.) 

The section passes through nearly the posterior border of the septum lucidum, 
immediately in front of the foramen of Munro. 

hum. cerebral hemispheres; cal. corpus callosum; amm. cornu ammonis (hippo- 
campus major); cms. superior commissure of the cornua ammonis; spt. septum 
lucidum; frx2. vertical fibres of the fornix; cm«. anterior commissure; tnn. lamina 
terrninalis; str. corpus stiiatum; nucleus lenticularis -of corpus striatum; vtr I, 
lateral ventricle; vtrH. third ventricle; ipl. slit between cerebral hemispheres. 
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loses its primitive relations to the descending cornu. The reduction 
in size of the foramen of Munro above mentioned is, to a large extent, 
caused by the growth of the corpora striata. 

The corpora striata are united at their posterior border with the 
optic thalaini. In the later stages of development the area of 
contact between these two pairs of ganglia increases to an immense 
extent (fig. 261), and the boundary between them becomes somewhat 
obscure, so that the sharp distb?,ction which exists in the embryo 
between the thalarnencephalon and cerebral hemispheres becomes 
lost. This change is usually (Mihalkovics, Kolliker) attributed to 
a fusion l>etween the corpora striata and optic thalami, but it has 
recently been attributed by Schwalbe (No. 349 ), with more proba- 
bility, to a growth of the original surface of contact, and an accom- 
panying change in tlie relations of the parts. 

The outer wall of the hemispheres gradually thickens, while the 
inner wall becomes thinner. In the latter, two curved folds, projecting 
towards tlm interior of the lateral ventricle, become formed. Tliese 
folds extend from the foramen of Munro along nearly the whole of 
what afterwards becomes the descending cornu of tlie lateral ventricle. 

The upper fold becomes the hippocampus major (cornu ammouis) 
(figs. 25,9 260 and 261 h, and 262 am), ^lien the rudiment 



Fig. 2f)0. Tuans verse section through the prain of a sheep’s embryo 
OF 2’7 CM. IN LENGTH. (From Kolliker.) 

The section passes through the level of the foramen of Munro. 

Ht. corpus striatum ; 7n. foramen of Munro ; <. third ventricle; pZ. choroid plexus 
of lateral veniricle; f, falx cerebri; th. anterior part of optic thalamus; ch. optic 
chiasma; o. optic nerve; c. fibres of the cerebral peduncles; //. cornu ammonis; 
p, pharynx; ««. pre-sphenoid bone; a. orbito-sphenoid bone; points to part of the 
roof of the brain at the junction between the roof of the third ventricle and the 
lamina terrainalis ; /. lateral ventricle. 


THE CEREBRAL HEMISRHERES. 


31)1 


of the descending cornu has become transformed into a simple 



Fit;. 2(11. TkaNSVIOISK SKCI IoX I linoCtiH IMIK IU^AJN ok a SHKKJ’'s KAIHHVO 
OK 2*7 CM. IX ir. Kdllikcr.) 

Tlie section is taken a short distance Ix liind the section rejiresented in tig. 2()(), 
and passes through the iiostc'rior part of ihe lieniispheres and the third ventricle. 

xt. corpus striatuni ; th. o])tic thalannis ; /o. ot>tic, tract; t. third ventricle; d, roof 
of third ventricle; r. hltros of cerebral pednncle.s; c\ divcigtaice of tin so Hbres into the 
walla of the lieinisplnut's ; e. lateral ventricle with clnu-oid ))lcxns p/ ; //. cornu am- 
inonis; f. primitive falx; <iin. alisphenoid; a. orbito-sphenoid ; sa. pi espluuioid ; p. 
pharynx; mk. ^fcckt'rs cartilage. 

process of the latenil ventriitle the hippocampus major forms a 
prominence u])on its door. 

b The wall of the lower fold becomes very thin, and a vascular 
plexus, (lerivi'd from the connective-tissue s(^ptum between the hemi- 
spheres, and similar to tliat of the roof of the third ventricle, is formed 
outside it. It constitutes a fold projecting far into the cavity of the 
lateral ventricle, and together with the vascular connective tissue in 
it gives rise to the chm-oid plexus of the lateral ventricle (figs. 260 
and 261 pi). 

It is clear from the above description that a marginal fissure 
leading into the cavity of the lateral ventricle does not exist in the 
sense often implic'd in works on human anatomy, in that the epi- 
thelium coveiing the choroid plexus, wliich forms the true wall of tlie 
brain, is a continuous membrane. The epithet iuiN. of the choroid 
plexus of the lateral ventricle is quite iudepeudeiit of tliat of the 
choroid plexus of the third ventricle, though at tlu^ fornmeu of Munro 
the roof of the third ventricle is of course continuous with the inner 
wall of the lateral ventricle (fig. 260 s). The rascifhir elernerBs of 
the two plexuses form however a continuous structure. 
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The most characteristic parts of the Mammalian cerebrum are 
the commissures conriectin,<^ the two hemispheres. These commissures 
are (1) the anterior commissure, (2) the fornix, and (3) the corpus 
callosum, the two latter being peculiar to Mammalia. 

By the fusion of the inner walls of the hemispheres in front of 
the lamina terminalis a solid septum is formed, known as the septum 
lucidurn, continuous behind with tlie lamina terminalis, and below 
witli the corpora striata (figs. 255 and 250 spt). It is by a series of 
differentiations within this septum that the above commissures 
originate. In Man there is a closed cavity left in the septum 
known as the fifth ventricle, which has however no communication 
with the true ventricles of the brain. 

In the septum lucidurn tliere become first formed, below, the 
transverse fibres of the anterior 


Fig. 202. 


OF A CALF KM15UYO OF 


Latekai. view of thk brain 
UYo OF o CM. (After Mihal- 


The corpus callosum is not 
formed till after the anterior 


commissure^ (fig. ^ 255 and ^ fig. | ^ ^ I'l 

part the vertical fibres of the i ' L# ' '' ' 

fornix (fig. 255 and fig. 259 ! , 

meet ' above \he'' foramen of ' ' j 

Munro, and thence diverge / ' , '‘i i I'l 

pillars* to" lose them.selves in / ^ P ' i 

the cornu amrnonis (fig. 259 ^ 

amm). Ventrally they are con- Latekai. mew of thk brain 

.. 1 1 1- A CALF E.MBUYo OF ,) CM. (Aftcr Mihal- 

tmued, as the descending or Movies.) 

anterior pillars of the fornix, enter wall of the henusphere is re- 

into the corpus albicans, and moved, so as to give a view of the interior of 
thence into the optic thalami. lateral ventricle. 

The corpus callosum is not , l^emispherc; st corpus 

„ 1 *11 r 1 • striatum; om. hippocampus major (cornu am- 

lOrmed till after the anterior monis); choroi i plexus of lateral ventricle ; 

commissure and fornix. It /W. foramen of Munro; op. optic tract ; in. 

arises iu the upper part of the imd-brain; ch. cerebellum; 

region (septum lucidurn) formed rolii, close to which is the fifth nerve with 
by the fusion of the lateral Gasserian ganglion, 
walls of the hemispheres (figs. 

255 and 259 cal), and at first only its curved anterior portion — 
the genu or rostrum — is developed. This portion is alone found in 
Monotrernes and Marsupials, The posterior portion, which is present 
in all the Monodelphia, is gradually formed as the hemispheres are 
prolonged furtlier backwards. 

Primitively tlie Mammalian cerebrum, like that of the lower 
Vertebrata, is quite smooth. In many of the Mammalia, Monotre- 
mata, Insectivoray etc., this condition is nearly retained through life, 
while iu the majority of Mammalia a more or less complicated system 
of fissures is developed on the surface. The most important, and first 
formed, of these is the Sylvian fissure. It arises at the time when 
tlie hemispheres, owing to their grnwth in front of and behind the 
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corpora striata, have assumed a somewhat bean-shaped form. At the 

root of the hemispheres 
— the hilus of the bean 
— there is formed a shal- 
low depression, which 
constitutes the first trace 
of the Sylvian fissure. 
The part of the brain 
lying in this fissure is 
known as the island of 
Reil. 

The olfactory lobes. 

'Hie olfactory lobes, or 
rhinencephala, are secon- 
dary outgrowths of the 
cerebral h emisph eres, and 
contain prolongations of 
the ' lateral ventiicles, 
but may howeveit be 
solid in the adult state, 
r According to Marshall 
^fhey develop in Birds 



Fig. 263 . Section thiiough the brain and ol- 

PACTOBY ORGAN OP AN EMBRYO OF ScYLLlUM. (Modi- 
fied from figures by Marshall and myself.) 

ch. cerebral hemispheres; o/.v. olfactory vesicle; 
o//. olfactory pit; Schneiderian folds; /. olfac- 
tory nerve. The reference line has been accidentally 
taken through the nerve to the brain; p/i. anterior 
prolongation of pineal gland. 


and Elasmobranchs and presumably other forms later than the ol- 
factory nerves, so that the olfactory region of the hemispheres is 
indicated before the appearance of the olfactory lobes. 

In most Vertebrates the olfactory lobes arise at a fairly early 
stage of development from the under and anterior part of the hemi- 
spheres (fig. 250 o//). In Elasmobranchs they arise, not from the 
base, but from the lateral parts of the brain (fig. 203), and become 
subsequently divided into a bulbous portion and a stalk. They vary 
considerably in their structure in the adult. 

In Amphibia the solid anterior prolongations of the cerebral hemi- 
spheres already spoken of are usually regarded as the olfactory lobes, 
but according to Gotte, whose view appears to me well founded, small 
papillae., situated at the base of these prolongations, from which olfac- 
tory nerves spring, an^ which contain a process of the lateral ventricle, 
should properly be regarded as the olfactory lobes. These papillae 
arise prior to the solid anterior prolongations of the hemispheres. 

In Birds the olfactory lobes are small. In the chick they arise 
(Marshall) on the seventh day of incubalioA 


General conclusions as to the Central Nervous System. 

It has been shewn above that both the brain and spinal cord are 
primitively composed of a uniform wall of epithelial cells, and that 
the first differentiation results in the formation of an external layer 
of white matter, a middle layer of grey matter (ganglion cells), and 
an inner epithelial layer. This primitive histological arrangement, 
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which in many parts of the brain at any rate, is only to be observed 
in the early developmental stages, has a simple phylogenetic explana- 
tion. 

As has been already explained in an earlier part of this chapter 
the central nervous system was originally a differentiated part of the 
superficial epidertnis. 

This differentiation (as may be concluded from the character of 
the nervous system in the Coelenterata and Echinodermata) consisted 
in the conversion of the inner ends of the epithelial cells into nerve- 
fibres ; that is to say, that the first differentiation resulted in the 
formation of a layer of white matter on the inner side of the epi- 
dermis. The next stage was the separation of a deeper layer of the 
epidermis as a layer of ganglion cells from the superficial epithelial 
layer, i,e, the formation of a middle layer of ganglion cells and an 
outer epithelial layer. Thus, phylogenetically, the same three layers 
as those which first make their appearance in the ontogeny of the 
vertebrate nervous system became successively differentiated, and in 
both cases they are clearly placed in the same positions, because the 
cental canal of'the vertebrate nervous system, as formed by an in- 
volution, is at the true outer surface, and the external part of the 
cord is at the true inner surface. 

It is probable that a very sharp distinction between the white 
and grey matter is a feature acquired in the higher Vertebrata, since 
in Amphioxus there is no such sharp separation ; though the nerve- 
fibres are mainly situated externally and the nerve* cells internally. 

As already stated in Chapter Xll. the primitive division of tlie 
nervous axis was probably not into brain and spinal cord, but into 

(1) a fore-brain, representing the ganglion of the praeoral lobe, and 

(2) the posterior part of the nervous axis, consisting of the mid- 
and hind-brains and the spinal cord. This view of the division of the 
central nervous system fits in fairly satisfactorily with the facts of 
development. The fore-brain is, histologically, more distinct from 
the posterior part of the nervous system than the posterior parts are 
from each other ; the front end of the notochord forms the boundary 
between these two parts of the central nervous system {vide fig. 253), 
ending as it does at the front termination of the floor of the mid- 
brain, and finally, the nerves of tlie fore-brain have a different cha- 
racter to those of the mid- and hind-brain. 

This primitive division of the central nervous system is lost in all 
the true Vertebrata, and in its place there is a secondary division — 
corresponding with the secondary vertebrate head — into a brain and 
spinal cord. The brain, as it is established in these forms, is again 
divided into a fore-brain, a mid-brain and a hind-brain. The fore- 
brain is, as we have already seen, the original ganglion of the prseoral 
lobe. The mid-brain appears to bo the lobe, or ganglion, of the third 
pair of nerves (first pair of segmental nerves), while the hind-brain is 
a more complex structure, each section of which (perhaps indicated 
by the constrictions which often appear at an early stage of develop- 
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ment) giving rise to a pair of segmental nerves is, roughly speaking, 
homologous with the whole mid-brain. 

The type of differentiation of each of the primitively simple 
vesicles forming the fore-, the mid- and the hirrd-brains is very 
uniform throughout the Vertebrate series, but it is highly instructive 
to notice the great variations in the relative importance of the parts of 
the brain in the different types. This is especially striking in the case 
of the fore-brain, where the cerebral hemispheres, which on embryo- 
logical grounds we may conclude to have been hardly differentiated 
as distinct parts of the fore-brain in the most primitive types now 
extinct, gradually become more and more prominent, till in the highest 
Mammalia they constitute a more important section of the brain than 
the whole of the remaining parts put together. 

The little that is known with reference to the significance of the 
more or less corresponding outgrowths of the floor and roof of the 
thalamencephalon, constituting the infundibulum and pineal gland, 
has already been mentioned in connection with the development of 
these parts. 
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The development of the Cranial and Spinal Nerves'. 

All the nerves are outgrowths of the central nervous system, 
but the differences in development between the cranial and spinal 
nerves are sufficiently great to make it convenient to treat them 
separately. 

Spin^ nerves. The posterior roots of the spinal nerves, as well 
as certain of the cranial nerves, arise in the same manner, and from 
the same structure, and are formed considerably before the anterior 
roots. Elasraobranch fishes may be taken as the type to illustrate 
the mode of formation of the spinal nerves. 

The whole of the nerves in question arise as outgrowths of a 
median ridge of cells, which makes its appearance on the dorsal side 
of the spinal cord (fig. 264 A, pr). This ridge has been called by 
Marshall the neural crest. At each point, where a pair of nerves 
will be formed, two pear-shaped outgrowths project from it, one on 
each side; and apply themselves closely to the walls of the spinal cord 
(fig. 264 B, jpr). These outgrowths are the rudiments of the posterior 


1 Remak derived the posterior ganglia from the tissue of the mesoblastic somites, and 
following in Remak’s steps most authors believed the peripheral nervous system to have 
a mesoblastic origin. This view, vrhich had however been rejected on theoretical 
grounds by Hensen and others, was finally attacked on the ground of observation by 
His (No. 297). His (No. 352, p. 468) found that in the Fowl “the spinal ganglia of the 
head and trunk arose from a small band of matter which is placed between the me- 
dullary plate andepiblast, and the material of which he called the * intermediate cord’.” 
He further states that: “Before the closure of the medullary tube this band forms a 
special groove — the ‘intermediate groove’— placed close to the border of the medullary 
plate. As the closure of the medullary plate into a tube is completed, the earlier inter- 
mediate groove becomes a compact cord. In the head of the embryo a longitudinal 
ridge arises in this way, which separates the suture of the brain from that of the epiblast. 
In the parts of the nock and in the remaining region of the neck the intermediate cord 
does not lie over the line of junction of the medullary tube, but laterally from this and 
Torms a ridge, triangular in section, with a slight indrawing.’’ This intermediate ridge 
^ives rise to four ganglia in the head, viz. the g. trigemini, g. acousticum, g. glosso- 
pharyngei, and g. vagi, and in the trunk to the spinal ganglia. In both cases it unites 
first with the spinal cord. 

I have given in the above account, as far as possible, a literal translation of His’ own 
grords, because the reader will thus be enabled ^irly to appreciate his meaning. 

Subsequently to His’ memoir (No. 297) I g^ve an account of some researches of 
my own on this subject (No. 351), stating the >yhole of the nerves to be formed as 
sellqlar out-growths of the spinal cord. 1 failed fully to appreciate that some of the 
stages I spoke of had been already accurately described by His, though interpreted by 
lim very differently. Marshall, and afterwards Kdlliker, arrived at results in the main 
umilar to my own, and Hensen, independently of and nearly simultaneously with 
myself, published briefly some observations on the nerves of Mammals in harmony with 
ny results. 

His has since worked over the subject again (No. 352), and has reaffirmed as a re- 
mit of his work his original statements. I cannot, however, accept his interpretations 
>n the subject, and must refer the reader who is anxious to study them moxe fully, to 
ais’ own paper. 


B. E. II. 
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Fig. 264 A. Transverse sec- 
tion THROUGH A PrISTIURUS EM- 
BRYO SHEWING THE PROLIFERATION 
OF CELLS TO FORM THE NEURAL 
CREST. 

2 >r. neural crest ; ne, neural 
canal; ch. notochord; ao. aorta. 



Fig. 264 B. Transverse 

SECTION THROUGH THE TRUNK 
OF AN EMBRYO SLIGHTLY OLDER 
THAN FIG. 28 E. 

nc. neural canal; pr. pos- 
terior root of spinal nerve ; x, 
subnotochordal rod; ao. aorta; 
sc. somatic mesoblast ; ap. 
splanchnic mesoblast ; mp. 
muscle-plate ; mp'. portion of 
muscle - plate converted into 
muscle ; Vv. portion of the 
vertebral plate which will give 
rise to the vertebral bodies; al. 
alimentary tract. 
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Fig. 265. Vertical longitudinal 

SECTION THROUGH PART OF THE TRUNK 
OF A YOUNG SCYLLIUM EMBRYO. 

com. commissure uniting the dorsal 
ends of the posterior nerve -roots; 
j»r. ganglia of posterior roots ; ar. an- 
terior roots; 8t. segmental tubes; sd. 
segmental duct ; g.e. epithelium lining 
the body cavity in the region of the 
future germinal ridge. 


nerves. While still remaining at- 
tached to the dorsal summit of the 
neural cord they grow to a consider- 
able size (fig. 264 B, pr). 

The attachment to the dorsal 
summit is not permanent, but before 
describing the further fate of the 
nerve-rudiments it is necessary to 
say a few words as to the neural 
crest. At the period when the nerves 
have begun to shift their attachment 
to the spinal cord, there makes its 
appearance, in Elasmobranchii, a 
longitudinal commissure connecting 
the dorsal ends of all the spinal 
nerves (figs. 265, 266 corn), as well 
as those of the vagus and glosso- 
pharyngeal nerves. This commis- 
sure has as yet only been found in a 
complete form in Elasmobranchii ; 
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but it is nevertheless to be regarded as a very important morphological 
structure. 



Fia. 26G. Spinal nerves ok Scyllium in longitudinal section to shew 

THE COMMISSURE CONNECTING THEM. 

A. Section through a series of nerves. 

B. Highly magnified view of the jdorsal part of a single ner\'e, and of the com- 
missure connected with it. 

com, commissure; ganglion of posterior root j ar. anterior root. 

It is probable, though the point has not yet been definitely made 
out, that this commissure is derived from the neural crest, which 
appears therefore to separate into two cords, one connected with each 
set of dorsal roots. 

Returning to the original attachment of the nerve-rudiments to 
the medullary wall, it has been already stated that this attachment 
is not permanent. It 
becomes, in fact, at about 
the time of the appear- 
ance of the above com- 
missure, either extremely 
delicate or absolutely in- 
terrupted. 

The nerve -rudiment 
now becomes divided into 
three parts (figs. 267 and 
268), (1) a proximal 

rounded portion, to which 
is attached the longitu- 
dinal commissure (jp?') ; 

(2) an enlarged portion, 
forming the rudiment of 
a ganglion (g and sp g) ; 

(3) a distal portion, form- 
ing the commencement 
of the nerve {n). The 
proximal portion may 
very soon be observed to 
be united with the side 
of the spinal cord at a 



jpr. posterior root of spinal nerve; g, spinal gan- 
glion; n. nerve; ar. anterior root of spinal nerve; 
ch. notochord ; wc. neural canal ; mp. muscle-plate. 
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very considerable distance from its original point of attachment 
Moreover the proximal portion of the nerve is attached, not by its 
extremity, but by its side, to the spinal cord (fig. 268 x). The dorsal 
extremities of the posterior roots are therefore free. 

This attachment of the posterior nerve-root to the spinal cord is, on 
account of its small size, very difficult to observe. In favourable specimens 
there may however be seen a distinct cellular pronnnence from the spinal 
Cf»rd, which becomes continuous with a small prominence on the lateral 
border of the nerve-root near its proximal extremity. The proximal ex- 
tremity of the nerve is composed of cells, which, by their small size and 
circular form, are easily distinguished from those which form the suc- 
ceeding or ganglionic portion of the nerve. This part has a swollen 
configuration, and is composed of large elongated cells with oval nuclei. 
The remainder of the rudiment forms the commencement of the true 
nerve. This also is, at first, composed of elongated cells ^ 

It is extremely difficult to decide whether the permanent attachment of 
the posterior nerve-roots to the spinal cord is entirely a new formation, or 
merely due to the shifting of the original point of attachment. I am in- 
clined to adopt the former view, which is also held by Marshall and His, 
but may refer to fig. 269, shewing the roots after they have become 
attached to the side, as distinct evidence in favour of the view that 
the attachment simply becomes shifted, a |)rocess which might perhaps 
be explained by a growth of the dorsal part of the spinal cord. The change 
of position in the case of some of the cranial nerves is, however, so great 
that I do not think that it is possible to account for it without admitting 
the formation of a new attachment. 

The anterior roots of the spinal nerves appear somewhat later 
than the posterior roots, but while the latter are still quite small. 
Each of them (fig, 269 ar) arises as a small but distinct conical out- 
growth from a ventral corner of the spinal cord, before the latter has 
acquired its covering of white matter. From the very first the 
rudiments of the anterior roots have a somewhat fibrous appearance 
and an indistinct form of peripheral termination, while the proto- 
plasm of which they are composed becomes attenuated towards its 


^ The cellular structure of embryonic nerves is a point on which I should have anti- 
cipated that a difference of opinion was impossible, had it not been for the fact that His 
and Kblliker, following Bemak and other older embryologists, absolutely deny the fact. 
I feel quite sure that no one studying the development of the nerves in Elasmobranchii 
with well-preserved specimens could for a moment be doubtful on this point, and I can 
only explain His’ denial on the supposition that his specimens were utterly unsuited to 
the investigation of the nerves. I do not propose in this work entering into the histo- 
genesis of nerves, but may say that for the earlier stages of their growth, at any rate, 
my observations have led me in many respects to the same results as Gotte {Entwick, 
d, Unkej pp. 482—483), except that I hold that adequate proof is supplied by my in- 
vestigations to demonstrate that the nerves are for their whole length originally formed 
as outgrowths of the central nervous system. As the nerve-fibres become differentiated 
from the primitive spindle-shaped cells, the nuclei become relatively more sparse, and 
this fact has probably misled Eolliker. Ldwe, while admitting the existence of nuclei 
in the nerves, states that they belong to mesoblastic cells which have wandered into the 
nerves. This is a purely gratuitous assumption, not supported by observation of the 
development. 
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end. They differ from the posterior roots in never shifting their 
point of attachment to the 
spinal cord, in not being 
united with each other by 
a commissure, and in never 
developing a ganglion. 

The anterior roots grow 
rapidly, and soon form elon- 
gated cords of spindle-shaped 
cells with wide attachments 
to the spinal cord (fig. 2G7). 

At first they pass obliquely 
and nearly horizontally out- 
wards, but, before reaching 
the muscle-plates, they take 
a bend downwards. 

One feature of some in- 
terest with reference to tlie 
anterior roots is the fact that 
they arise not vertically be- 
low, but alternately with the 
posterior roots: a condition 
which persists in the adult. 



jor. posterior root ; sp.g. spinal ganglion ; n. 
nerve ; x. attachment of ganglion to spinal cord ; 
nc, neural canal; mp. muscle-plate; ch. noto- 
chord ; i. investment of spinal cord. 


They are at first quite separate from the posterior roots ; but about 
the stage represented in fig. 267 a junction is effected between each 
posterior root and the corresponding anterior root. The anterior root 
joins the posterior at some little distance below its ganglion (figs. 265 
and 266). 


Although I have made some efforts to 
determine the eventual fate of the com- 
missure uniting the dorsal roots, I have not 
hitherto met with success. It grows thinner 
and thinner, becoming at the same time com- 
[)Osed of fibrous protoplasm with imbedded 
nuclei, and finally ceases to be recognisable. 
I can only conclude that it gradually atro- 
})hies, and ultimately vanishes. 

After the junction of the posterior and 
anterior roots the compound nerve extends 
downwards, and may easily be traced for 
a considerable distance. A special dorsal 
branch is given off from the ganglion on 
the posterior root (fig. 275 dn). According 
to Lowe the fibres of the anterior and pos- 
terior roots can easily be distinguished in 
the higher types by their structure and 
behaviour towards colouring reagents, and 
can be separately traced in the compound 
nerve. 



Fig. 2611. Transveksk sec- 
tion THIIOUOH TUE DORSAL REGION 
OF A YOUNG ToTRPEDO EMBRYO TO 
SHEW THE ORIGIN OF THE ANTERIOR 
AND POSTERIOR BOOTS OF THE 
SPINAL NERVES. 

pr. posterior root of spinal 
nerve; ar. anterior root of spinal 
nerve; mp. muscle - plate ; ch. 
notochord; rr. mesoblast cells 
which will form the vertebral 
bodies. 
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So far as has been made out, the development of tlie spinal 
nerves of other Vertebrates agrees in the main with that in Elasmo- 
branchii, but no dorsal commissure has yet been discovered, except in 
the case of the first two or three spinal nerves of the Chick. 

In the Chick (Marshall, No. 353) the posterior roots, during their eatly 
stages, closely resemble those in Elasmobmnchii, though their relatively 
smaller size makes them difficult to observe. They at first extend more or 
less horizontally outwards above the muscle- plates (as a few of the nerves 
also do to some extent in Elasmobranchii), but subsequently lie close to the 
sides of the neural canal. They are shewn in this j)osition in fig. 116 ap.g. 
There does not appear to be a continuous crest connecting the roots of the 
posterior nerves. The later stages of the development are precisely like 
those in Elasmobranchii. 

The anterior roots have not been so satisfactorily investigated as the 
posterior, but they grow out, possibly by seveml roots for each nerve, 
from the ventral corners of the spinal cord, and subsequently become 
attached to the posterior nerves. 

I have observed the develoj)ment of the posterior roots in Lepidostens, 
in which they appear as projections from the dorsal angles of the spinal 
cord, extending laterally outwards and, at first, having their extremities 
placed doi*sally to the muscle-plates. 

The cranial nerves'. The earliest stages in the development of 
the cranial nerves have been most satisfactorily studied, especially by 
Marshall (No. 354), in the Chick, while the later stages have been 
more fully worked out in Elasmobranchii, where, moreover, they 
present a very primitive arrangement. In the Chick certain of the 
cranial nerves arise before the complete closure of the neural groove. 
These nerves are formed as paired outgrowths of a continuous band 
composed of two laminae, connecting the dorsal end of the incom- 
pletely closed medullary canal with the external epiblast. This mode 
of development will best be understood by an examination of fig. 270 , 
where the two roots of the vagus nerve {vg} are shewn growing out 
from the neural band. Shortly after this stage the neural band, 
becoming separated from the epiblast, constitutes a crest attached to 
the roof of the brain, while its two laminae become fused. The 
relation of the cranial nerves to the brain then becomes exactly tlie 
same as that of the posterior roots of the spinal nerves to the spinal 
cord. 

It does not appear possible to decide whether the mode of development 
of the cranial nerves in the Chick, or that of the posterior roots of the 
spinal nerves, is the more primitive. The dittereiice in development 
between the two sets of nerves probably depends upon the relative 
time of the closure of the neural canal. The neural crest clearly belongs 
to the brain, from the fact of its remaining connected with the latter 
when the medullary tube separates from the external epiblast. 

1 The optic nerves ate for obvious reasons dealt with in connection with the deve- 
lopment of the eye. 
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It is not known whether the cranial nerves originate before the closure 
of the neural canal in other forms besides the Chick. 



Flo. *270. Transveusk section thkouoh the posterior part op the 

HEAD OF AN EMIUIYO CHICK OP THIRTY HOURS. 

hh. hind-brain; vg. vaffus nerve; ep, epiblast; ch. notochord; x, thickening of 
hypoblast (possibly a rudiment of the subnotochordal rod); al. throat; hi. heart; 
pp. body cavity; so. somatic mesoblast; sf. splaiichuic niesoblast; hy. hyiioblast. 

The neural crest of the brain is continuous with that of tlie spinal 
cord, and on its separation from the central nervous axis forms on 
each side a commissure, uniting the posterior cranial nerves with the 
spinal nerves, and continuous with the commissure connecting together 
the latter nerves. 

Anteriorly, the neural crest extends as far as the roof of the mid- 
brain \ The pairs of nerves which undoubtedly grow out from it are the 
third pair (Marshall), the fifth, the seventh and auditory (as a single 
root), the glossopharyngeal, and the various elements of the vagus 
(as separate roots in Elasmobranchii, but as a single root in Aves). 
Marshall holds that the olfactory nerve probably also originates from 
this crest. It will however be convenient to deal separately with 
this nerve, after treating of the other nerves which undoubtedly 
arise from the neural crest. 

The cranial nerves just enumerated present in their further de- 
velopment many points of similarity; and the glossopharyngeal nerve, 
as it develops in Elasmobranchii, may perhaps be taken as typical. 

^ Marshall holds that the neural crest extends in front of the region of the optic 
vesicle. I have been unable completely to sutisfy mj^sclf of the correctness of this 
statement. In my specimens the epiblast along the line of infolding of this part of 
the roof of the brain is much tliickened, but what Marshall represents as a pair of out- 
growths from it like those of a true nerve (No. 354 , PI. ii. fig. 6 ) appears to me in my 
specimens to be part of the external epiblast; and I believe that they remai 1 connected 
with the external epiblast on the complete separation of the brain from it. 
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This nerve is connected by a commissure with those behind, but this 
fact may for the moment be left out of consideration. Springing at 
first from the dorsal line of the hind-brain immediately behind the 
level of the auditory capsule, it apparently loses this primitive attach- 
ment and acquires a secondary attachment about half-way down the 
side of the hind-brain. The primitive undifferentiated rudiment soon 
becomes divided, exactly like a true posterior root of a spinal nerve, 
into a root, a ganglion and a nerve. The main branch of the nerve 
passes ventralwards, and supplies the first branchial arch (fig. 271 gl). 
Shortly afterwards it sends forwards a smaller branch, which passes 
to the hyoid arch in front ; so that the nerve forks over the hyo- 
branchial cleft. A typical cranial nerve appears therefore, except as 
concerns its relations to the clefts, to develop precisely like the 
•posterior root of the spinal nerve. 

Most of the cranial nerves of the above group, in correlation with 
the highly differentiated character of the head, acquire secondary 
differentiations, and render necessary a brief description of what is 
known with reference to their individual development. 

The Glossopharyngeal and Vagus Nerves. Behind the ear there 

are formed, in Scy Ilium, a series of five nerves which pass down to respect- 
ively the first, second, third, fourth and fifth branchial arches. 

For each arch there is thus one nerve, whose course lies close to the 
lX)8terior margin of the preceding cleft ; a second anterior branch, forking 
over the cleft and passing to the arch in front, being developed later. These 
nerves are connected with the brain by roots at first attached to the dorsal 
summit, but eventually situated about half-way down the sides. The 
foremost of them is the glossopharyngeal. The next four are, as has been 
shewn by Gegenbaur^, equivalent to four independent nerves, but form 
together a compound nerve, which we may briefly call the vagus. 

This compound nerve together with the glossopharyngeal soon at- 
tains a very complicated structure, and presents several remarkable 
features. There are present five branches (tig. 271 B), viz. the glossopha- 
ryngeal {gl) and four branches of the vagus, the latter probably arising 
by a considerably greater number of strands from tho brain*. All the 
strands from the brain are united together by a thin commissure (fig. 
271 B, continuous with the commissure of the posterior roots of the 
spinal nerves, and from this commissure the five branches are continued 
obliquely ventralwards and backwards, and each of iheyu dilates into a 
ganglionic swelling, Tliey all become again united together by a second 
thick commissure, which is continued backwards as the intestinal branch 
of the vagus nerve. The nerves, however, are continued ventralwards each 
to its respective arch. From the lower commissure springs the lateral 
nerve, at a point whose relations to the branches of the vagus I have not 
certainly determined. 

With reference to the dorsal commissure, which is almost certainly 
derived from the original neural crest, it is to be noted that there is a 
longish stretch of it between the last branch of the vagus and the first spinal 


^ *‘Ueber d. Kopfnerven von Hexanchus,*’ etc., Jenauche ZeiUchrifti Vol. vi. 1871. 
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nerve, is probably the remains of a part of the commissure which 

connected the posterior branches of the vagus, at a stage in the evolu- 
tion of the Vertebrata, when 
the posterior visceral clefts 
were still present. Th(‘se 
branches of the vagus are 
probably partially ])r(‘serve(l 
in the ramitications of the 
intestinal stem of the vagus 
(Gegenbaur). The origin of 
the ventral commissure, con- 
tinued as the intestinal 
bi-aneh of the vagus, has not 
been embryologically worked 
out. 

The lateral nerve may 
very probably be a dorsal 
sensory brancli of the vagus, 
whose extension into the pos- 
terior ))art of the trunk has 
been due to the gradual back- 
ward elongation of the lateral 
line^, causing the nerve sup- 
plying it to elongate at the 
same time {vide Section on 
lateral line). 

In the Chick the com- 
mon rudiment for tlie vagus 
and glossopharyngeal nerves 
(Marshall), which has already 
been spoken of, subsequently 
divides into two parts, an 
anterior forming the glosso- 
pharyngeal nerve, and a 
posterior forming the vagus 
nerve. 

The seventh and au- 
ditory nerves. As shewn 

by Marshall’s and my own 
observations there is a com- 
mon rudiment forthe seventh 

and auditoi-y nerves. This rudiment divides almost at once into two 
branch(!S. The anterior of these pursues a straight course to the hyoid 
arch (fig. 271 A, VIL) and forms the rudiment of the facial nerve; the second 
of the two (fig. 271 A, mi.n), which is tlie rudiment of the auditory nerve, 
develops a ganglionic enlargement and, turning backwards, closely hugs 
the ventral wall of the auditory ijivmlution (tig. 272). 

The seventh or facial nerve soon be<-omes more complicated. It early 
develops, like the gloss<q diary ngeal and vagus nerves, a l)ranch, which 


Fia. 271 . Views of tue head of Elasmo- 

BRANCH EMBRYOS AT TWO STAGES AS TRANSPARENT 
OBJECTS. 

A. Pristiiirus embryo of the same stage as fig. 
28 F. 

B. Somewhat older Scyllium embryo. 

III. third nerve ; V. fifth nerve ; VIL seventh 
nerve; nn.ii. auditory nerve ; gl. glossopharyngeal 
nerve ; J '//. vjigus nerve ; J'b. fore-brain ; jm. pineal 
gland; vih. mid-brain; /d>. hind-brain ; iv.r. fourth 
ventricle; ch. cerebellum; ol. olfactory pit; op. 
eye; «w. F. auditory vesicle ; m. mesoblast at base 
of brain; ch. notochord; ht. heart; Vc. visceral 
clefts ; eg. external gills ; pp. sections of body 
cavity in the head. 


^ flic iHH'uliar distrilmtioii of branches of the fifth and seventli nerves to the lateral 
line, w)iich is not unconunon, is to be explaine:! in th(“ sanu' inanner. 
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forks over the cleft in front (spimcle), and supplies the mandibular arch 
(fig. 271 B). This branch forms the praespiracular nerve of the adult, and is 
homologous with the chorda tynipani of Mammalia. Besides however 
giving rise to this typical branch it gives origin, at a very early period, 
to two other rather remarkable branches ; one of these, arising from its 
dorsal anterior border, passes forwards to the front part of the head^ im- 
mediately dorsal to the ophthalmic branch of the fifth to be described 
directly. This nerve is the poi-tio major or superficialis of the nerve 
usually known as the ramus ophthalmicus supeificialis in the adult \ 

The other branch of the seventh is the palatine branch — superficial 
petrosal of Mammalia — the course of which has been more fully investi- 
gated by Marshall than by myself. He has shewn that it arises ‘^jiist 
below the root of the ophthalmic branch,’’ and “ runs downwards and for- 
wards, lying parallel and immediately suj^erficial to the maxillary branch 
of the fifth nerve.” This branch of the seventh nerve appears to bear tlie 
same sort of relation to the superior maxillary branch of the fifth nerve, 
that the ophthalmic branch of the seventh does to the ophthalmic branch of 
the fifth. 

Both the root of the seventh and its main branches are gangliated. 

The auditory nerve is probably to be regarded as a .specially differen- 
tiated i^art of a dorsal branch of the seventh, while the ophthalmic branch 
may not improbably be a dorsal branch comparable to a dorsal branch of 
one of the spinal nerves. 

The fifth nerve* Shortly after its development the root of the fifth 
nerve shifts so as to be attached about half-way down the side of the brain, 
A large ganglion becomes developed close to the root, which forms the 
rudiment of the Gasserian ganglion. The main brancli of the nerve grows 
into the mandibular arch (fig. 271 A, F), maintaining towards it similar 
relations to those of the posteritir nerves to their respective arches. 

Two other branches very soon become developed, which were not pro- 
I>erly distinguished in my original account. The d(»rsal one takes a course 
parallel to the ophthalmic branch of the seventh nerve, and forms, accord- 
ing to the nomenclature already adopted, the portio profunda of the 
ophthalmicus superficialis of the adult. 

The second nerve (fig. 271 A) passes forwards, above the mandibular 
head cavity, and is directed straight towards the eye, near which it meets 
and unites with the third nerve, where the ciliary ganglion is developed 
(Marshall). This branch is usually called the ophthalmic branch of the 
fifth nerve, but Marshall rightly prefers to call it the communicating 
branch between the fifth and third nerves^. 

Later than these two branches there is developed a third branch, passing 
to the front of the mouth, and forming the superior maxillary branch of 
the adult (fig. 271 B). 

Of the branches of the fifth nerve the main mandibular branch is 


^ The two branches of the ramus ophthalmicus superficialis were spoken of as the 
ram, ophth. superficialis and ram. opth. profundus in my Monograph on Elasmobranch 
Fishes. The nomenclature in the text is Schwalbe’s, which is probably more correct 
than mine. 

* M^shall thinks that this nerve may be the remains of the commissure originally 
connecting the roots of the third and fifth nerves. This suggestion can only be tested 
by further observations. 
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obviously comparable to the main branch of the posterior nerves. The 
superficial ophthalmic branch is clearly equivalent to the ophthalmic branch 
of the seventh. The superior maxillary is usually held to be equivalent to 
that branch of the posterior nerves which forms the anterior limb of the fork 
over a cleft. The similarity between the course of this nerve and that of 
the palatine branch of the seventh, resembling as it does the similar course 
of the ophthalmic branches of the two nerves, suggests that it may perhaps 
really be the homologue of the palatine branch of the seventh, there being 
no homologue of the typical anterior branch of the other cranial nerves. 

Tho third UervOt Our knowledge of the development of the third 
nerve is entirely due to Marshall. Ho has shewn that in the Chick 
there is developed from the neural crest, on the roof of the mid brain, an 
outgrowth on each side, veiy similar to the rudiment of the posterior nerves. 
This outgrowth, the presence of which I can confirm, he believes to be the 
third nerve, but although he is })robably right in this view, it must be 
borne in mind that there is no direct evidence on the point, the fate of 
the outgrowth in question not having been satisfactorily followed. 

At a very considerably later period a nerve may be found springing 
from the floor of the mid-hrain, which is undoubtedly the third nerve, and 
which Marshall supjjoses to be the above rudiment, which has shifted its 
position. It is shewn in 8 cy Ilium in fig. 271 B, ///. A few intermediate 
stages between this and the earliest condition of the nerve have been im- 
perfectly tractKl by Marshall. 

The nerve at the .stage represented in fig. 271 B arises from a ganglionic 
root, and “runs as a long slendej* stem almost horizontally backwards, then 
turns slightly outwards to reach the interval between the dorsal ends of the 
fii*st and second head cavities, where it expands into a small ganglion. 
This ganglion, as first .suggo.sted by Schwalbe (No. 359 ), and subsequently 
proved embryologically by Marshall, is the ciliary ganglion. From the 
ciliary ganglion two branches arise ; one branch continuing the main stem 
of the nerve, and obviously homologous with the main branch of the other 
nerves, and the other passing directly forwards “ along the top of the first 
head cavity, then along the inner side of the eye, and finally terminating 
at the anterior extremity of the head, just dorsal of the olfactory pit.’^ 

The partial separation, in many forms, of the ciliary ganglion from the 
stem of the third nerve has led to the erroneous view (dis[)roved by the 
researches of Marshall and Schwalbe) that the ciliary ganglion belongs to 
the fifth nerve. The connecting branch of the fifth nerve often becomes 
directly continuous with the anterior branch of the third nerve, and the 
two together probably constitute the nerve known as the ramus oph- 
thalmicus profundus (Marshall). Further embryological investigations 
will be required to shew whether this nerve is homologous with the nasal 
branch of the fifth nerve in Mammalia, 

Eelations of the nerves to the head-cavities. The cranial nerves, 

whose development has just been given, bear certain very definite relations 
to the mesoblastic structures in the head, of the nature of somites, which 
are known as the head-cavities. Each cranial nerve is typically placed 
immediately behind the head-cavity of its somite. Thus the main branch 
of the fifth nerve lies in contact with the posterior wall of the mandibular 
cavity, as shewn in section in fig. 272 F, 2pp and in surface view in fig. 271 ; 
the main branch of the seventh nerve occupies a similar }M)sitiou in relation 
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to the hyoid cavity; and, as Marshall has recently shewn, the main branch 
of the third nerve adjoins the posterior border of the front cavity, described 

by me as the premandibular cavity. 
Owing to the early conversion of the 
walls of the posterior head-cavities into 
muscles, their relations to the nerves are 
not quite so clear as in the case of the 
anterior cavities, though, as far as is 
known, they are precisely the same. 

Autetior nerve-roots in the brain. 
During my investigations on the de- 
velopment of the cranial nerves I was 
unable to find any roots comparable with 
the anterior roots of the spinal nerves, 
and propounded an hypothesis (suggested 
by the absence of anterior spinal roots 
ill Ainphioxus*) that the head and trunk 
had become differentiated from each other 
at a stage when mixed motor and sensory 
posterior roots were the only roots pre- 
sent, and I supposed the cranial and 
spinal nerves to have been independently 
evolved from a common ground form, 
the resulting types of nerves being so 
different that no roots strictly comparable 
with the anterior roots of spinal nerves 
were to be found in the cranial nerves. 

The views jmt forward by me on this 
subject, though accepted by Schwalbe 
(No. 357), have in other quarters not 
met with much favour. Wiedersheim 
holds that it i» impossible to believe that 
the cranial nerves are simpler than the 
siiinal nerves. Such simplicity, which is 
clearly not found, I have never asserted to exist ; I ]>ave only stated that the 
cranial nerves, in acquiring the complicated character they have in the adult, 
do not develof) anterior roots comparable with those of the spinal nerves. 
Marshall also strongly objects to my views^ and has made some observa- 
tions for the purpose of testing them, leading to some very interesting 
results, which I proceed to state, and I will then explain my opinion con- 
cerning them. 

The most important observation of Marsliall on this subject concerns 
the sixth nerve. In both the Chick and Scyllium he has detected a nerve 
(the first development of which has unfortunately not been made out) 
arising by a series of roots from the base of the hind-brain. By tracing 
this nerve to the external rectus muscle of the eye he has satisfactorily 
identified it as the sixth nerve. ‘‘ Neither in the nerve nor in its roots are 
there any ganglion cells}^ This nerve he finds to be placed vertically below 

^ Schneider holds that anterior roots are present in Amphioxus, but I have been 
unable to satisfy myself of their presence. 



Fig. 272. Transverse section 

THROUGH THE FRONT PART OP THE 
HEAD OF A YOUNG PrISTIURUS EMBRYO. 

The section, owing to the cranial 
flexure, cuts both the fore- and the 
hind-brain. It shews the preinan- 
dibular and mandibular head cavities 
Ipp and 2pp, etc. 

fb. fore* brain ; /. lens of eye; m. 
mouth; pt. upper end of mouth, 
forming pituitary involution ; lao. 
mandibular aortic arch ; 1pp. and 
2pp. first and second head cavities; 
Ive. first visceral cleft ; V. fifth 
nerve; aun. ganglion of auditory 
nerve ; VII. seventh nerve ; aa. dor- 
sal aorta ; acv. anterior cardinal vein ; 
c/i. notochord. 
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the roots of the seventh nerve ; and it is not visible till much later than 
the cranial nerves above described. 

In addition to this nerve Marshall has found, both in the third nerve 
and in the fifth nerve, a series of non-gangliated roots, which arise in a 
manner not yet satisfactorily elucidated, considerably later than, and in front 
of, the main roots. These roots join the gangliated roots on the proximal 
side of the ganglion or in the ganglion and Marshall believes them to 
be homologous with the anterior roots of spinal nerves, while he holds the 
sixth nerve to be an anterior root of the seventh nerve. 

In addition to these nerves Marshall holds certain ventral roots, which 
occur in Elasmobranchs close to the boundary of the spinal cord and medulla, 
and which probably form the hypoglossal nerve of higher types, to be 
anterior roots of the vagus. It is veiy difficult to prove anything definitely 
about these nerves, but, for reasons stated in my woi k on Elaaniohranch 
Fishes, T am inclined to regard them as anterior roots of one or more 
spinal nerves. 

Before attempting to decide bow far Marshall’s views about the so-called 
anterior roots of the seventh, the fifth and the third nerves are well founded 
it will conduce to clearness to state the characters and relations of the two 
roots of spinal nerves. 

The posterior root is (1) always purehf se'iisory ; (2) it always develops a 
ganglion. The antenor root is (1) always purely motor; (2) it always joins 
the posterior root heJoiv the ganglion, except in Petromyzon (though not in 
Myxine) where the two roots are stated to be independent. 

How far do Marshall’s anterior and posterior roots of the cranial nerves 
exhibit these resf)ective peculiarities'? 

With reference to the sixth and seventh nerves he states “we must 
regard the sixth nerve as having the same relation to the seventh that the 
anterior root of a spinal nerve has to the posterior root.” On this I would 
remark (1) that the posterior root of this nerve is a mixed sensory and motor 
nerve and therefore differs in a very fundamental point from that of a 
spinal nerve ; (2) the sixth nerve though resembling the anterior root of a 
spinal nerve in being motor and without a ganglion, differs from the nearly 
universal arrangement of spinal nerves in not uniting with the seventh. 

With reference to the fifth nerve it is to be observed that it is by 
no means certain that the whole of the motor fibres are supplied by the 
so-called anterior roots, and that these roots differ again in the most 
marked manner from the anterior roots of spinal nerves in joining the 
main root of the nerve above (nearer the brain), and not as in a spinal 
nerve below the ganglion. The gangliated root of the third nerve is 
purely motor®, and its so-called anterior roots again differ from the anterior 
roots of spinal nerves, in the same manner as those of the fifth nerve. 

With reference to the glossopharyngeal and vagus nerves I would 
merely remai’k that no anterior root has even been suggested for the 
glossopharyngeal nerve and that the posterior roots of both these nerves 
contain a mixture of sensory and motor fibres. 


^ These non-gangliatcd roots of the fifth nerve are not to be oonfounded with the 
motor root of the fifth nerve in higher types. They appear to form the anterior root of 
the adult which gives origin to the ramus ophthalmicus. 

* If Marshall's view about the ramus ophthalmicus profundus (p. 379) is correct, the 
third must still be, as it no doubt was primitively, a mixed motor and sensory nerve. 
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In view of the^e facts, my original hypothesis appears to me to 
confirmed by Marshall’s observations. 

The fact of all the posterior roots of the above cranial nerves (except 
the third which may be purely motor) being mixed motor and sensory roots 
appears to me to demonstrate that the starting-] >oint of their differentiation 
was a mixed nerve with a single dorsal root; and that they did not theiefore 
become differentiated from nerves built on the same type as the spinal nerves 
with dorsal sensory and ventral motor roots. The presence of such non- 
gangliated roots as those of the third and fifth nerves is not a difficulty 
to this view. Con^idering that the cranial nerves are more highly differen- 
tiated than the spinal nerves, and have more complicated functions to ])erform, 
it would be surprising if there had not been developed non-ganglionated 
roots analogom to, but not of course homologous with, the anterior roots 
of the spinal nerves 

As to the sixth nerve fui’ther embryological investigations are requisite 
before its true position in the series can be determined; but it appears to 
me very probable that it is a product of the differentiation of the seventh 
nerve. 

The fourth nerve. No embryological investigations have been made 
with reference to the fourth nerve. It is possible that it is a segmental 
nerve comparable with the third nerve, and that the only remnant still left 
of the segment to which it belongs is the superior oblique muscle of the eye. 
If this is the case there must have been two priemandibular segments, viz. 
that belonging to the third nerve, and that belonging to the fourth nerve. 
Against this view of the fourth nerve is the fact, urged with great force by 
Marshall, that the superior oblique muscle is in front of tlie other eye 
muscles, and that the fourth nerve therefore crosses the third nerve to 
reach its destination. 

The Olfactory nerve. It was shewn in my monograph on Elas- 
mobrauch fishes that the olfactory nerve grew out from the brain in the 
same manner as other nerves; and Marshall (No. 355 ), to whom we are 
indebted for the gi'eater part of our knowledge on the development of this 
nerve, hiis proved that it arises prior to the differentiation of the olfactory 
lobes. 

The earliest stages in the development of the nerve have not been 
made out, Marshall, as already stated, finds that in the Chick the neural 
crest is continued in front of the optic vesicles, and holds that this fact is 
strong a priori evidence in favour of the nerve growing out from it. 
As mentioned above, note on p. 375, 1 cannot witliout further evidence 
accept Marshall's statements on this point. In any case Marshall has not 
yet been able again to find an olfactory nerve till long after the disappear- 
ance of the neural crest. The olfactory nerve at the next stage observed 
forms an outgrowth of fusiform cells springing on either side from near 
the summit of the fore- brain ; and at fifty hours it ends close to a slight 
thickening of the epiblast forming the first rudiment of the olfactory pit, 
with the walls of which it soon becomes united. 

' In the higher types, as is well known, the fifth nerve has its roots formed on the 
same type as a spinal nerve. The fact that this is not the case in the lower types, 
either in the embryo or the adult, is a clear indication, to my mind, that the mammalian 
arrangement of the roots of the fifth nerve has been secondarily acquired, a fact which 
is a most striking confirmation of my views as to the differences between the cranial 
and spinal nerves. 
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The growth of the cerebral hemispheres causes its point of insertion in 
the brain to be relatively shifted; and on the development of the olfactory 
lobes (vide p. 366) it arises from them (fig. 273). In Elasmobranchs there 
is a large development of 
ganglion cells near its root. 

From Marshairs figures 
these appear also to be 
present in the Cliick, but 
they do not seem to have 
been found in other forms. 

In both Toleostei and Am- 
phibia the olfactory nerves 
are at first extremely short. 

Marshall holds that the 
olfactory nerve is a seg- 
mental nerve equivalent to 
the third, fifth, seventh etc. 
nerves. It has been al- 



ready stated that in my 
opinion the origin of the 
olfactory nerves from the 
fore-brain, which I hold to 
be the ganglion of the praj- 
oral lobe, negatives this 
view. The more fact of 


Fin. 273. Section through the rrain and ol- 
factory ORGAN OF AN EMBRYO OF ScYLLIUM. (Modi- 
fied from figures by Marshall and myself.) 

ch. cerebral hemispheres ; ol.v. olfactory vesicle ; 
olf. olfactory pit ; Hch. Schneiderian folds ; J. olfac- 
tory nerve. The reference line has been accidentally 
taken through the neive to the brain ; pa. pineal 
gland. 


these nerves originating as 

an outgrowth from the central nervous system is no argument in favour of 
Marshall’s view of their nature; and even if Marshall’s opinion that they 
arise from the neural crest should turn out to be well founded, this fact 
would not prove their segmental nature, because their origin from this 
crest would, as indicated in the next paragraph, merely seem to imply that 
they primitively arose from the latei’al borders of the nerve-plate from 
which the cerebro-spinal tube has been formed. 

Situation of the dorsal roots of the cranial and spinal nerves. 

The probable explanation of the origin of nerves from the neural crest has 
already been briefly given (p. 262). It is that the neural crest represents 
the original lateral borders of the nervous plate, and that, in the mechanical 
folding of the nervous plate to form the cerebro-spinal canal, its two lateral 
borders have become approximated in the median dorsal line to form the 
neural crest. The subsequent shifting of the nerves I am unable to explain, 
and the meaning of the transient longitudinal commissure connecting the 
nerves is also unknown. The folding of the neural plate must have 
extended to the region of the origin of the olfactory nerves, so that, as 
just stated, there would be no special probability of the olfactory nerves 
belonging to the same category as the other dorsal nerves from the fact of 
their springing from the neural crest. 
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Sympathetic nervous system. 

The discovery that the spinal and cranial nerves together with 
their ganglia were formed from the epiblast w^as shortly afterwards 
extended to the sympathetic nervous system, which has now been 
shewn to arise in connection with the spinal and cranial nerves. The 
earliest observations on this subject were those contained in my 
Monograph on Elasmobranch Fishes (p. 173), while Schenk and 
Birdsell (No. 361 ) have since arrived at the same result for Aves 
and Mammalia. 

In my account of the development of these ganglia, it is stated that 
they were first met with as small masses situated at the ends of 
short branches of the spinal nerves (fig. 275 sy.g). More recent inves- 
tigations have shewn me that the sympathetic ganglia are at first 
simply swellings on the main branches of the spinal nerves some way 

below the ganglia. Their situation may be 
understood from fig. 274 sy.g, which belongs 
however to a somewhat later stage. Subse- 
quently the sympathetic ganglia become re- 
moved from the main stem of their respective 
nerves, remaining however connected with 
those stems by a short branch (fig. 275 sy.g). 
I have been unable to find a longitudinal 
commissure connecting them in their early 
stages ; and I presume that they are at first 
independent, and become subsequently united 
into a continuous cord on each side. 

The observations of Schenk and Birdsell 
on the Mammalia seem to indicate that the 
main parts of the sympathetic system arise 
in continuity with the posterior spinal gan- 
glia: they also shew that in the neck and 
other paiiis the sympathetic cords arise as a 
continuous ganglionic chain. The observa- 



Fig. 274. Longitudinal 

VERTICAL SECTION THROUGH 
PART OP THE BODY WALL OP 
AN Elasmobranch embryo 

SHEWING PART OF TWO SPINAL 
19EEVBS AND THE BYBIPATHETIC 
GANGLIA BELONGING TO THEM. 

ar. anterior root; pr. pos- 
terior root ; sy.g. sympathetic 
ganglion; mp, part of mus- 
ele-plate. 
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tioas on the topographical features of the development of the sym- 
pathetic system in higher types are however as yet very imperfect. 



Fio. 275. Tbansvbbsb section thbough thb antebiob pabt op the tbvnk op an 

EMBBYO OP SCYLLIUM SLIGHTLY OLDER THAN FIG. 29 B. 

The section is diagrammatic in the fact that the anterior nerve-roots have been 
inserted for their whole length ; whereas they join the spinal cord half-way between 
two posterior roots. 

spx, spinal cord ; sp,g. ganglion of posterior root ; ar. anterior root ; dn, dorsally 
directed nerve springing from posterior root ; mp. muscle plate ; mp\ part of muscle 
plate already converted into muscles; mp.l, part of muscle plate which gives rise to 
the muscles of the limbs ; nl, nervus lateralis ; ao. aorta ; ch. notochord ; sy .g. sym- 
pathetic ganglion ; ca.r. cardinal vein ; sp.n, spinal nerve ; segmental (archinephrio) 
duct ; 9t» segmental tube ; du, duodenum ; pan. pancreas ; hp.d. point of junction of 
hepatic duct with duodenum ; umc. umbilical canal. 

B. B. II. 
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The later history of the sympathetic ganglia is intimately bound 
up with that of the so-called supra-renal bodies, which are dealt with 
in another chapter. 

Bibliography of the Sympathetic Nervous System. 
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CHAPTER XVI. 


ORGANS OF VISION. 


In the lowest forms of animal life the whole suriace is sensitive 
to light, and organs of vision have no doubt arisen in the first 
instance from limited areas becoming especially sensitive to light in 
conjunction with a deposit of pigment. Lens-like structures, formed 
either as a thickening of the cuticle, or as a mass of cells, were sub- 
sequently formed ; but their function was not, in the first instance, to 
throw an image of external objects on the perceptive part of the eye, 
but to concentrate the light on it. From such a simple form of 
visual organ it is easy to pass by a series of steps to an eye capable 
of true vision. 

There are but few groups of the Metazoa which are not provided 
with optic organs of greater or lesser complexity. 

In a large number of instances these organs are placed on the 
anterior part of the head, and are innervated from the anterior 
ganglia. It is possible that many of the eyes so situated may be 
modifications of a common prototype. In other instances organs of 
vision are situated in different regions of the body, and it is clear 
that such eyes have been independently evolved in each instance. 

The percipient elements of the eye would invariably appear to be 
cells, one end of each of which is continuous with a nerve, while the 
other terminates in a cutiCular structure, or indurated part of the 
cell forming what is known as the rod or cone. 

The presence of such percipient elements in various eyes is there- 
fore no proof of genetic relationship between these eyes, but merely 
of similarity of function. 

Embryological data as to the development of the eye do not exist 
except in the case of the Arthropoda, Mollusca and Chordata. From 
such data as ^ere are, combined with study of the adult structure of 
the eye, it can be shewn that two types of development are found. 
In one of these the percipient elements are formed from the central 
nervous system, in the other from the epidermis. The former may 
be called cerebral eyes. It is probable however that this distinc- 
tion is not, in all cases at any rate, so fundamental as might be 

25—2 
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supposed; but that iu both iustances the eye may have taken its 
origin from the epidermis. In the eyes in which the retina is con- 
tinuous with the central nervous system, these two organs were 
probably evolved simultaneously as differentiations of the epidermis, 
and continue to develop together in the ontogenetic growth of the 
eye. 

Some of the eyes in which the retina is formed from the epider- 
mis have also probably arisen simultaneously with part of the central 
nervous system, while in other instances they have arisen as later 
formations subsequently to the complete establishment of a central 
nervous system. 

Coelenterata. The actual evolution of the eye is best shewn in 
the Hydrozoa. The simplest types are those found in Oceania and 
Lizzia\ In Lizzia the eye is placed at the base of a tentacle 
and consists of (fig. 276) a lens (/) and a percipient bulb (oc). 

The lens is a simple thickening of the cuticle, 
while the percipient part of the eye is formed 
of three kinds of elements: — (1) pigment cells; 
(2) sense cells, forming the true retinal elements, 
and consisting of a central swelling with the 
nucleus, a peripheral process representing a 
hardly differentiated rod, and a central process 
continuous with (3) ganglion cells at the base of 
the eye. In this eye there is present a com- 
mencing differentiation of a ganglion as well as 
of a retina. 

The eye of Oceania i.s simpler than that of Lizzia 
in the absence of a lens. Claus has shewn that in 
Chary bdea amongst the Acraspeda a more highly 
difterentiated eye is present, with a lens formed of 
cells like the vertebrate eye. 



Mollusca. In a large number of the odon- 
tophorous Mollusca eyes, innervated by the supra- 
oBsophageal ganglia, are present on the dorsal 
side of the head. These eyes exhibit very various 
degrees of complexity, but are shewn both by 
their structure and development to be modifications of a common 
prototype. 

The simplest type of eye is that found in the Nautilus, and 
although the possibility of this eye being degenerated must be borne 
in mind, it is at the same time very interesting to note (Hensen) 
that it retains permanently the early embryonic structure of the eyes 
of the other groups. 

It has (fig. 277 A) the form of a vesicle, with a small opening in 
the outer wall, placing the cavity of the vesicle in free communication 


Fio. 276. Eye of 
Lizzia Koellikeri. 
(From Lankester; after 
Hertwig.) 

i. lens; oc. percep- 
tive part of eye. 


^ O. and R. Hertwig. Das Nervensystem u. Sinnesorgane d, Medusen. Leipzig, 
1878. 
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with the exterior. The cells lining the posterior face of the vesicle 
form a retina (R); and are continuous with the fibres of the optic 
nerve {Nop), We have no knowledge of the development of this 
eye. 

In the Gasteropods the eye (fig. 277 B) has the form of a closed 
vesicle: the cells lining the inner side form the retina, while the outer 
wall of the vesicle constitutes the cornea. A cuticular lens is placed 
in the cavity, on the side adjoining the cornea. This eye originates 
from the ectoderm, within the velar area, and close to the supra-oeso • 
phageal ganglia, usually at the base of the tentacles. According to 
Rabl (Vol. I. No. 268) it is formed as an invagination, the opening 
of which soon closes; while according to Bobretsky (Vol. I. No. 242 ; 
and Fol it arises as a thickening of the epiblast, which becoming 
detached takes the form of a vesicle. It is quite possible that both 
types of development may occur, the second being no doubt abbre- 
viated. The vesicle, however formed, soon acquires a covering of 
pigment, except for a small area of its outer wall, where the lens 
becomes formed as a small body projecting into the lumen of the 
vesicle. The lens seems to commence as a cuticular deposit, and 
to grow by the addition of concentric layers. The inner wall of the 
vesicle gives rise to the retina. 

The most highly differentiated molluscan eye is that of the 
Dibranchiate Cephalopoda, which is in fact more highly organized 
than any other invertebrate eye. 

A brief description of its adult stinicture^ will perhaps render more clear 
iny account of the development. The most important features of the eye 
are shewn in fig. 277 0. The outermost layer of the optic hull) forms a kind 



Fi(i. 277. Thuke i)IAokamm.\tic sections of tue eyes of Mollusca. 

(After Grenacher.) 

A. Nautilus. B. Gasteropod (Limax or Helix). C. Dibranchiate Cephalopod. 
Pal. eyelid; Co. cornea; Co.ep. epithelium of ciliary body; Ir. iris; Int, laP... 
Int^, different parts of the integument; /. lens; l^. outer segment of lens; R, retina; 
N.op. optic nerve; G.op. optic ganglion ; .x. inner layer of retina; N.S. nervous stratum 
of retina. 


^ Vide Hensen, Zeit. f. iciaa, Zool. Bd. xv. 
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of capsule, which may be called the sclerotic. Posteriorly the sclerotic abuts 
ou the cartilaginous orbit, which encloses the optic ganglion {G. op ) ; aud 
in front it becomes transparent and forms the cornea Co, which may be 
either completely closed, or (as represented in the diagram) perforated by 
a larger or smaller opening. Behind the cornea is a chamber known as the 
anterior optic chamber. This chamber is continued back on each side 
round a great part- of the circumference of the eye, and separates the 
sclerotic from a layer internal to it. 

In the anterior optic chamber there are placed (1) the anterior part of 
the lens {V) and (2) the folds of the iris (/r). The whole chamber, except 
the part formed by the lens, is lined by the epidermis {hit 1 and Int 2). 
Bounding the inner side of the anterior optic chamber is a layer which is 
called the choroid {Int 1) which is continued anteriorly into the fold of the 
iris (/r). The most supcrhcial layer of the choroid is the epithelium 
already mentioned, next comes a layer of obliquely placed plates known as 
the argeiitea externa, then a layer of musch s, and finally the argentea 
interna. The argentea interna abuts on a cartilaginous capsule, which 
completely invests the inner part of the eye. 

The lens is a nearly spherical body comjx).sed of concentric lamellse of 
a structui*eless material. It is formed of a small outer {V) and large inner 
{1) segment, the two being separated by a thin membrane. It is supported 
by a peculiar projection of the wall of the optic cup, known as the ciliary 
body {Co.ep), inserted at the base of the iris, and mainly formed of a continua- 
tion of the retina. This body is however muscular, and presents a series 
of folds on its outer and inner surfaces, which are especially developed 
on the latter. 

The membrane dividirjg the lens into two parts is continuous with the 
ciliary body. Within the lens is the inner optic chamber, bounded in front 
by the lens and the ciliary body, and behind by the retina. 

The retina is formed of two main divisions, an anterior division adjoin- 
ing the inner optic chamber, and a posterior division {N.S) adjoining the 
cartilage of the choroid. Tlie two layers are separated by a membrane. 
Passing from within outwards the following layers in the retina may be 
distingui.shed : 


( 1 ) 

( 2 ) 

( 3 ) 

W 

( 5 ) 

( 6 ) 


Homogeneous membrane. 

Layer of rods. 

Layer of granules imbedded in pigment. 


Cellular layer. 
Connective tissue layer. 
Layer of nerve-fibres. 


I 


Anterior division of 
retina. 


Posterior layer of retina. 


At the side of the optic ganglion is a peculiar body, known as the white 
body (not shewn in the figure), which has the histological characters of 
glandular tissue. 


The first satisfactory account of the development of the eye is 
due to Lankester (No. 365). The more important features in it 
were also independently worked out by Grenacher (No. 363), and 
are beautifully illustrated in Bobretzky’s paper (No. 362). The eye 
first appears as an oval pit of the epiblast, the edge of which is 
formed by a projecting rim (fig. 278 A). The epiblast layer lining 
the floor of the pit soon becomes considerably thickened. By the 
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growth inwards of the rim the mouth of the pit is gradually nar- 
rowed (fig. 278 B), resembling at this stage the eye of Nautilus, 
and finally closed. There 
is thus formed a flattened 
sack, lined by epiblast, which 
may be called the primary 
optic vesicle. Its cavity 
eventually forms the inner 
optic chamber. The an- 
terior wall of the sack is 
lined by a much less colum- 
nar layer than the posterior, 
the former giving rise to the 
epithelium on the inner side 
of the ciliary processes, the 
latter to the retina. 

The cavity of the sack rapidly enlarges, and assumes a spherical 
form. At the same time a layer of mesoblast grows in between the 
walls of the sack and the external epiblast. Two new structures soon 
arise nearly simultaneously (fig. 270), — which become in the adult 



EMBiiYo OF Tjolioo. (After Bobretzky.) 


(}h. snlivary gkincl ; visceral ganglion; //c. cerebral ganglion; tj.oit. optic g.in- 

giion; adk. optic cartilage; ak. and ?/. lateral cartilage or (?) white body; rt. retina; 
gm. limiting membrane of retina; vl\ ciliary region of eye; <‘c. iris; ac. auditory 
sack (the epitlielimn lining the auditory sacks is hot represented); vc. vena cava; 
ff. folds of funnel ; x. epithelium of funnel. 

eye the iris (cc) and the posterior segment of the lens. The iris is 
formed as a circular fold of the skin in front of the optic vesicle. It 
consists both of epibhist and mesoblast, and gives rise to a pit lined 



b'lo. 278 . Two SECTIONS through the de- 
veloping EYE OF A CeI’IIALOPOD TO SHEW THE 
FORMATION OF THE OPTIC CUP. (After Lankester.) 
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by epiblast. The posterior segment of the lens arises as a structureless 
rod-like body, which is shewn in fig. 279 depending from the inner 
side of the anterior wall of the optic vesicle. Its exact mode of origin 
is somewhat obscure. The following is Lankester’s account of it^: 
"It is formed entirely within the primitive optic chamber, and at first 
depends as a short cylindrical rod from the middle point of the 
anterior wall of that chamber, that is to say, from the point at which 
the chamber finally closed up. It grows subsequently by the depo- 
sition of concentric layers of a horny material round this cone. No 
cells appear to be immediately concerned in affecting the deposition, 
and it must be looked upon as an organic concretion, formed from 
the liquid contained in the primitive optic chamber/’ 

The lens would thus appear to be a cuticular structure. It 
gradually assumes a nearly spherical form; and is then composed of 
concentrically arranged layers (fig. 280 hi). 

While the lens is being formed, the ciliary epithelium of the optic 
vesicle becomes divided into two layers, an outer layer of large cells 
and an inner of small cells. Both layers are at first continuous across 
the anterior wall of the optic chamber in front of the lens, but soon 
become confined to the sides (fig. 280 A, cc and gz). The inner layer 
is stated by Lankester to give rise to the muscles present in the 
adult. The mesoblast cells also disappear from the region in front 
of the lens, and the outer epithelium is converted into a kind of 
cuticular membrane. By these changes the original layers of cells 
in front of the lens become reduced to mere membranes, — a change 
which appears to be preparatory to the appearance of the anterior 
segment of the lens. The formation of the latter has not been fully 
followed out by any investigator except Bobretzky. His figures 
would seem to indicate that it is formed as a cuticular deposit in 
front of the membrane already spoken of (fig. 280 B, vl). The two 
segments of the lens appear at any rate to be separated by a mem- 
brane continuous with the ciliary region of the optic vesicle. 

Grenadier believes that the front part of the lens is formed in a pocket- 
like depression of the epiblastic layer covering the outer side of the optic 
cup; and Lankester thinks that the lens “pushes its way through the 
median anterior area of the primitive optic charabcT, and projects into the 
second or anterior optic chamber where the iridian folds lie closely 
upon it.^’ 

While the lens is attaining its complete development there 
appears a fresh fold round the circumference of the eye, which 
gradually grows inwards so as to form a chamber outside the parts 
already present. This chamber is the anterior optic chamber of the 
adult. In most Ceplialopods (fig. 277 c) tlie edges of the fold do not 
quite meet, but leave a larger or smaller aperture leading into the 
chamber containing the iris, outer segment of the lens, etc. In some 
forms however they meet and coalesce, and so shut off this chamber 


1 “Devel. of Cephalopoda.” Q. J. Micro, Scien, 1876, p. 44. 
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from communication with the exterior. The edge of tie' ibid (oiKsti- 
tutes the cornea while the remainder of it gives rise to the sclerotic. 

The retina is at first a thick layer of niimeroiis rows of oval cells 
(fig. 279). When the inner segment of the lens is far advanced 
towards its complete forma- 
tion pigment becomes de- 
posited in the anterior part 
of the retina, and a layer of 
rods grows out from the sur- 
face turned towards the cavity 
of the optic vesicle (fig. 280 A, 

St). At a slightly later stage 
the retina becomes divided 
into two layers (Bobretzky), a 
thicker anterior layer, and a 
thinner posterior layer (fig. 

280 7't and rt''). The former 
is composed ojf two strata, (1) 
the rods and (2) a stratum 
with numerous rows of nuclei 
which becomes in the adult 
the granular layer with its 
pigment. The posterior layer 
gives rise to the cellular part 
of the posterior division of 
the retina, while layers of 
connective tissue around it 
give rise to the connective 
tissue of this portion of the 
retina (layer (i in the scheme 
on p. 390). The nervous layer 
is derived from the optic gan- 
glion which attaches itself to 
the inner side of the connec- 
tive tissue layer. 

The greater part of the 
choroid is formed from the 
mesoblast adjoining the re- 
tina, but the epithelium cover- 
ing its outer wall is of epi- 
bhistic origin. 

It is difficult to decide from development wdietlier the Melluscan 
eyes, so far dealt with, originated in tin' first instance' />o/ / fvtssn with 
the supra-OGSophngeal gangliji or independently at a, later ]K'»-iod. On 
purely dp /'mr/ ground I shoidd be inclined to ado])t the tonner alter- 
native. 


Fig. 280 . Skctions through the drve- 
EOPING EYE or LoLIGO AT TWO STAGES. (After 
Bobretzky.) 

hi. iiiiH'r .sc<;]ncnt of vL outer sog- 

moiit of lens; G, iind a'. e|tilliclium ]i))iMa tJie 
anterior oi)tic chani !)(•]■; <j,:. Jiir^o cpiblast eells 
of ciliary body; <•>•. siiuill ejiiMiist (-(Ols of 
ciliary Vaxly; vu. lnyer of iiiesobluHt beissetai 
the two epibbistie biyors of the ciliary Ixxly ; 
of. and If. fold of iris; rt. retina; rt" . inner 
layer of retina; »t. rods; aq, cartilage of the 
choroid. 


In addition to the above eyes tlun'c oce-nr amongst Molhisea highly 
complicated eyes, of a very different kind, in two widedy sepai*atc(] groups, 
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viz. certain species of a genus of slug (Onchidium), and certain Lamelli* 
branchiata. These eyes, tl)Ough they have no doubt been evolved indepen- 
dently of each other, present certain remarkable points of agreement. In 
both of them the rods of the retina are turned away from the mr/ace^ and 
the nerve-fibres are placed, as in the Vertebrate eye, on tlheside of the retina 
which faces outwards. 

The peculiar eyes of Onchidium, investigated by Semper are scattered 
on the dorsal surface, there being normal eyes in the usual situation on 
the head. The eyes on the dorsal surface are formed of a cornea, a lens 
composed of 1 — 7 cells, and a retina surrounded by pigment; which is 
perforated in the centre by an optic nerve, the retinal elements being in 
the inverted position above mentioned. 

The development of these eyes has been somewhat imperfectly studied in 
the adult, in which they continue to be formed anew. They arise by a dif- 
ferentiation of the epidermis at the end of a papilla. At first a few glan- 
dular Culls appear in the epidermis in the situation where an eye is about 
to be formed. Then, by a further process of growth, an irregular mass of 
epidermic cells becomes developed, w'hich pushes the glandular cells to one 
side, and constitutes the rudiment of the eye. This mass, becoming sur- 
rounded by pigment, unites with the optic nerve, and its cells then differ- 
entiate themselves, in aitu^ into the various elements of the eye. No 
explanation is offered by Semper of the inverted position of the rods, nor 
is any suggested by his account of the development. As pointed out hy 
Semper these eyes are no doubt modifications of the sensory epithelium 
of the papilla). 

The eyes of Pecten and Spoiidylus* are placed on short stalks at the 
edge of the mantle, and are probably modifications of the tentacular pro- 
cesses of the mantle edge. They are provided with a cornea, a cellular 
lens, a vitreous chamber, and a retina. The retinal elements are inverted, 
and the optic nerve passes in at the side, but occupies, in reference to its 
ramifications, the same relative situation as the optic nerve in the Verte- 
brate eye. The development has unfortunately not yet been studied. 

Our knowledge of the structure or still more of the development of tin? 
organ of vision of the Platyelminthes, Rotifera, and Echinodermata is too 
scanty to be of any general interest. 

ChSBtopoda* Amongst the Chsetopoda the ce]ihalic eyes of Alciope 
(fig. 281) have been adequately investigated as to their anatomy by Greefi'. 
These are provided with a large cuticular lens {l)y separated from the retina 
by a wide cavity containing the vitreous humour. Tiie retina is formed 
of a single row of cells, with rods at their free extremities, continuous at 
their opposite ends with nerve-fibres. The development of this eye has 
not been worked out. Eyes not situated on the head are found in Polyopli- 
thalmus, and have pri>bably been evolved from the more indifferent type 
of sense-organ found by Eisig in the allied Oapitellidse. 

GhsstOgpfiatha^. The paired cephalic eyes of Sagitta are spherical 
bodies imbedded in the epidermis. They are formed of a central mass 

1 Ueher SeJiorgane von Typus d. Wirhelihieraugeny etc,y Wiesbaden, 1877, and 
Archivf, mikr. Amt, Vol. xiv. pp, 118 — 122. 

* Vide Hensen (No. 364) and S. J. Hickson, “The Eye of Pecten,” Quart, J. oj 
Mier. Science, Vol. xx. 1880. 

* O. Hertwig. “Hie Chsetognatheii.” Jenahehe Zeitechr if t, Vol. 1880. 
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of pigment with three lenses [)artially imbedded in it. The outer covering 
of the eye is the retina, which is mainly composed of rod-bearing cells ; 
tlie rods being placed in contact with the outer surface of each of the 
lenses. In the presence of three lenses the eye of Sagitta approaches in 
some respects the eye of the Artliropoda. 


Arthropodan eye. A satisfactory elucidation of the phylogeny 
of Arthropodan eyes has not yet been given. 


All the types of eyes found 
in the group (with exception 
of that of Peripatus)^ present 
marked features of similarity, 
but I am inclined to view this 
similarity as due rather to the 
character of the exoskeleton 
modifying in a more or less 
similar way all the forms of 
visual organs, than to the de- 
scent of all these eyes from a 
common prototype. In none of 
these eyes is there present a 
chamber filled with fluid between 
the lens and the retina, but the 
space in question is filled with 
cells. This character sharply 
distinguishes them from such 
eyes as those of Alciope (fig. 
281). The types of eyes which 
are found in the Artliropoda are 
briefly the following: 



Fig. 281 . Eye of an Alciopid (Nko- 
piiANTA CELOx). (Fiom Gegeiibaur *, after 
Greef.) 

i. cuticle ; c. continuation of cuticle in 
front of eye; 1. lens; h. vitreous humour; 
0. optic nerve; o', expansion of the optic 
nerve; h. layer of rods; p. pigment layer. 


(1) Simple eyes. In all simple eyes the corneal lens is formed 
by a thickening of the cuticle. Such eyes are confined to the Tra- 
cheata. 


There are three types of simple eyes, (a) A type in which 
the retinal cells are placed immediately behind the lens, found 
(Lowne) in the larvie of some Diptera (Eristalis), and also in some 
Chilognatha. 

(6) A type of simple eye found in some Chilopoda, and in some 
Insect larvae (Dytiscus, etc.) (fig. 282), the parts of which are entirely 
derived from the epidermis. There is present a lens (/) formed as a 
thickening of the cuticle, a so-called vitreous humour {yV) formed of 
modified hypodermis cells, and a retina (v) derived from the same 


^ The eye of Peripatus is similar neither to the eye of the Arthropoda, nor to that 
of the Chretopoda, but resembles much more elosoly the Molliisoan eye. The liypo- 
dormis and cuticle form together a highly conve x cornea, within which is a large o})iic 
chamber, the posterior wall of which is formed by the retina. The optic chain Ix r would 
appear to contain a structureless lens, but it is possible that what I regard as a lens 
may, on fuller investigation, turn out to be only a coaguhim. 
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source. The outer ends of the retinal cells terminate in rods, and 
their inner ends are continuous with nerve-fibres. 

(c) A type of simple eye found in the Arachnida, and apparently 
some Chilopoda, and forming the simple eyes of most Insects, which 
differs from type (a) in the cells of the retina forming a distinct 
layer beneath the hypodermis: the latter only obviously giving rise to 
the vitreous humour. 

The development of the simple eyes has not yet been studied. 

The simple eyes so far described are always placed on the head, 
and are usually rather numerous. 

( 2 ) Compound eyes. Compound eyes are almost always present 
in the Crustacea, and are usually found in adult Insects. In both 
groups they are paired, though in the Crustacea a median much sim- 
plified compound eye may either take the place of the paired eyes 
in the Nauplius larva and lower forms, or be present together with 
them during a period in the development of higher forms. 

The typical compcund eye is formed (fig. 283) of a series of 
cprneal lenses (c) developed from the cuticle; below which are 
placed bodies known as the crystalline cones, one to each corneal 
lens ; and below the crystalline cones are placed bodies known as the 
retinulae (r) constituting the percipient elements of the eye, each of 
them being fonned of an axial rod, the rhabdom, and a number of 
cells surrounding it. 

The crystalline cones are formed from the coalescence of cuticular deposits 

in several cells, the nuclei of which usually 
remain as Semper’s nuclei. These cells 
are probably simple hypodermis cells, but 
in some forms, e. g. Phroniraa, there may 
be a continuous layer of hypodermis cells 
between them and the cuticle. In various 
Insect eyes the cells which usually give 
rise to a crystalline cone may remain 
distinct, and such eyes have been called 
byGreiiacher aconous eyes, while eyes 
with incom])letely formed crystalline 
cones are called by him pseud oconuus 
eyes. 

The rhabdom of the retinuloe is, like 
the crystalline cone, developed by the 
coalescence of a series of parts, which 
are primitively separate rods placed each 
in its own cell ; this condition of the 
retinulas is permanently retained in the 

eyes of the Tipulidae. 

The development of the compound eye has so far only been satis- 
factorily studied in some Crustacea by Bobretzky (No. 367 ); by whom 
it has been worked out in Palsemon and Astacus, but more fully in 
the latter, to which the following account refers: 



Fio. 282 . Section through the 

SIMPLE EYE OF A YOUNG DyTISCUS 
LARVA. (From Gegenbaur; after 
Grenacher.) 

L corneal lens; g. vitreous hu- 
mour; r. retina; o. optic nerve ; h. 
hypodermis. 
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The eye of Astacus takes its origin from two distinct parts, (1) the 
external epidermis of the procephalic lobes which will be spoken of 
as the epidermic layer of the eye, (2) 
a portion of the supra-oesophageal 
ganglia, which will be spoken of as 
the neural layer of the eye. The 
mesoblast is moreover tlie source of 
some of the pigment between the two 
above layers. The epidermic layer 
gives rise to the corneal lenses, the 
crystalline cones, and the pigment 
around the latter. The neural layer 
on the other hand seems to give rise 
to the retinulae with their rhabdoms, 
and to the optic ganglion. 

After the separation of the supra- 
cesophageal ganglia from the siiperticial 
epihlast, the cells of the epidermis in 
the region of the future eye become co- 
lumnar, and so form the above-iiientioiied 
epidermic layer of the eye. This layer 
soon becomes two or three cells deep, 
superficial part of the adjoining supra-oesophageal ganglion becomes par- 
tially constricted off from the remainder as the neural layer of the eye, 
but is separated by a small space from the thickened patch of epidermis. 
Into this space some mesoblast cells penetrate at a slightly later period. 
Both the epidermic and neural layers next become divided into two strata. 
The outer stratum of the epidtu'inic layer gives rise to the crystalline cones 
and Semper’s nuclei; each crystalline cone being formed from four coalesced 
rods, developed as cuticular difterentiations of four cells, the nuclei of which 
nuiy be seen in the embryo on its outer side. The lower ends of the cones 
pass through the inner .stratum of the epidermic disc, the cells of which 
become pigmented, and constitute the pigment cells surrounding the lower 
part of the crystalline cones in the adult. The outer end of each of the 
crystalline cones is surrounded by four cells, believed by Bobretzky to be 
identical with Sernper’s nuclei \ These cells give rise in a later stage 
(not worked out in Astacus) to the cuticular corneal lenses. 

Of the two strata of the neural layer the outer is several cells 
deep, while the inner is formed of elongated rod-like cells. Unfortu- 
nately however the fate of the two neural layers has not been worked out, 
though there can be but little doubt that the retinulse originate from the 
outer layer. 

The mesoblast which grows in between the neural and epidermic layers 
becomes a pigment layer, and probably also forms the perforated membrane 
between the crystalline cones and the retinula3. 

The above observations of Bobretzky would appear to indicate 
that the paired compound eyes of Crustacea belong to the type of 

^ There would appear to be some confusion as to the nomenclature of these parts in 
Bobretzky’s account. 



Fio. 283. Diagkammatic repre- 
sentations OF PARTS OF A COMPOUND 
Arthropod eye. (From Gegenbaur.) 

A. Section through the eye. 

B. Corneal facets. 

C. Two segments of the eye. 

c. corneal (cuticular) lenses; r. 
retinulie with rhabdoms; n, optic 
nerve ; g. ganglionic swelling of optic 
nerve. 

At the same time the most 
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cerelral eyes. How far this is also the case with the compound eyes 
of Insects is uncertain, in that it is quite possible that the latter eyes 
may have had an independent origin. 

The relation between the paired and median eye of the Crustacea 
is also uncertain. 


In the genus Euphausia amongst the Schizopods there is present a series 
of eyes placed on the sides of some of the thoracic legs and on the sides of 
the abdomen. The structure of these eyes, though not as yet satisfactorily 
made out, would appear to be very different from that of other Arthropodan 
visual organs. 


The Eye of the Vertebrata. In view of the various structures 
which unite to form it, the eye is undoubtedly the most complicated 
organ of the Vertebrata ; and though its mode of development is 
fairly constant throughout the group, it will be convenient shortly 
to describe what may be regarded as its typical development, and 
then to proceed to a comparative view of the origin of its various 
parts, and to enter into greater detail with reference to some of them. 
At the end of the section there is an account of the accessory struc- 
tures connected with the eye. 

The formation of the eye commences with the appearance of a 
pair of hollow outgrowths from the anterior cerebral vesicle or thala- 
mencephalon, which arise in many instances, even before the closure 
of the medullary canal. These outgrowths, known as the optic vesi- 
cles, at first open freely into the cavity of the anterior cerebral 
vesicle. From this they soon however become partially constricted, 
and form vesicles (fig. 284 a), united to the base of the brain by 

comparatively narrow hollow stalks, 
the rudiments of the optic nerves. 
The constriction to which the stalk 
or optic nerve is due takes place ob- 
liquely downwards and backwards, so 
that the optic nerves open into the 
base of the front part of the thala- 
mencephalon (fig. 284 h). 

After the establishment of the 
optic nerves, there take place (1) the 
formation of the lens, and (2) the 
Fio. 284. Skction through the formation of the optic cup from the 



HEAD OF AN EMBRYO TeLEOSTEAN, TO 
SHEW THE FORMATION OF THE OPTIC 

VESICLES, ETC. (From Gegenbaur ; 
after Schenk.) 

c. fore-brain ; a. optic vesicle ; 6. 
stalk of optic vesicle ; d, epidermis. 


walls of the primary optic vesicle. 

The external or superficial epiblast 
which covers, and is in most forms in 
immediate contact with, the most pro- 
jecting portion of the optic vesicle, 


becomes thickened. This thickened 


portion is then driven inwards in the form of a shallow open pit 
with thick walls (fig. 285 A, o), carrying before it the front wall (r) 
of the optic vesicle. To such an extent does this involution of the 
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superficial epiblast take place, that the front wall of the optic vesicle 
is pushed close up to the hind wall, 
and the cavity of the vesicle hecomes 
almost obliterated (fig. 285 B). 

The bulb of the optic vesicle is 
thus converted into a cup with double 
walls, containing in its cavity the 
portion of involuted epiblast. This 
cup, in order to distinguish its cavity 
from that of the original optic vesicle, 
is generally called the secondary optic 
vesicle. We may, for the sake of 
brevity, speak of it as the optic cup; 
in reality it never is a vesicle, since 
it always remains widely open in 
front. Of its double walls the inner 
or anterior (fig. 285 B, r) is formed 
from the front portion, the outer or 
posterior (fig. 285 B, u) from the hind 
portion of the wall of the primary 
optic vesicle. The inner or anterior 
(r), which very speedily becomes 
thicker than the other, is converted 
into the retina: in the outer or pos- 
terior (u), which remains thin, pig- 
ment is eventually deposited, and it 
ultimately becomes the tesselated 
pigment-layer of the choroid. 

By the closure of its mouth the pit of the involuted epiblast 
becomes a completely closed sac with thick walls and a small central 
cavity (fig. 285 B, /). At the same time it breaks away from the 
external epiblast, which forms a continuous layer in front of it, all 
traces of the original opening being lost. There is thus left lying in 
the cup of the secondary optic vesicle, an isolated elliptical mass of 
epiblast. This is the rudiment of the lens. The small cavity within 
it speedily becomes still less by the thickening of the walls, especially 
of the hinder one. 

At its first appearance the lens is in immediate contact with the 
anterior wall of the secondary optic vesicle (fig. 285 B). In a short 
time however, the lens is seen to lie in the mouth of the cup (fig. 
288 D), a space {vh) (which is occupied by the vitreous humour) 
making its appearance between the lens and anterior wall of the 
vesicle. 

In order to understand how this space is developed, the position 
of the optic vesicle and the relations of its stalk must be borne in 
mind. 

The vesicle lies at the side of the head, and its stalk is directed 
downwards, inwards and backwards. The stalk in fact slants away 


A. B. 



Fio. 285. Diagbammatio sectioks 

ILLUSTRATING THE FORMATION OB* THE 
BYE. (After Bemak.) 

In A the thin superficial epiblast h 
is seen to be thickened at x, in front of 
the optic vesicle, and involuted so as 
to form a pit o, the mouth of which has 
already begun to close in. Accompany- 
ing this involution, which forms the 
rudiment of the lens, the optic vesicle 
is doubled in, its front portion r being 
pushed against the back portion 
and the original cavity of the vesicle 
thus reduced in size. The stalk of the 
vesicle is she^vn as still broad. 

In B the optic vesicle is still further 
doubled in so as to form a cup with a 
posterior wall u and an anterior wall r. 
In the hollow of this cup lies the lens I, 
now completely detached from the 
superficial epiblast xh. 
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from the vesicle. Hence, when the involution of the lens takes place, 
the direction in which the front wall of the vesicle is pushed in is 
not in a line with the axis of the stalk, as for simplicity’s sake has 
been represented in the diagram (fig. 285), but forms an obtuse angle 
with that axis, after the manner of fig. 286, where s' represents the 
cavity of the stalk leading away from the almost obliterated cavity 
of the primary vesicle. 

Fig. 286 represents the early stage at which the lens fills the 
whole cup of the secondary vesicle. The subsequent condition is 
brought about through the rapid growth of the walls of the cup. 

This growth however does not take place 
equally in all parts of the cup. The walls 
of the cup rise up all round except that 
point of the circumference of the cup which 
adjoins the stalk. While elsewhere the walls 
increase rapidly in height, carrying so to 
speak the lens with them, at this spot, which 
in the natural position of the eye is on its 
under surface, there is no growth : the wall 
is here imperfect, and a gap is left. Through 
this gap, which afterwards receives the name 
of the choroidal fissure, a way is open 
from the mesoblastic tissue surrounding the 
optic vesicle and stalk into the interior of 
the cavity of the cup. 

From the manner of its formation the 
gap or fissure is evidently in a line with the 
axis of the optic stalk, and in order to be 
seen must be looked for on the under surface 
of the optic vesicle. In this position it is 
readily recognised in the embryo seen as a 
transparent object (fig. 118 chs). 

Bearing in mind these relations of the gap to the optic stalk, the 
reader will understand how sections of the optic vesicle at this stage 
present very different appearances according to the plane in which 
the sections are taken. 

When the head is viewed from underneath as a transparent object 
the eye presents very much the appearance represented in the dia- 
gram (fig. 287). 

A section of such an eye taken along the line y, perpendicular to 
the plane of the paper, would give a figure corresponding to that of 
fig. 288 D. The lens, the cavity and double walls of the secondary 
vesicle, the remains of the primary cavity, would all be represented 
(the superficial epiblast of the head would also be shewn); but there 
would be nothing seen of either the stalk or the fissure. If on the 
other hand the section were taken in a plane parallel to the plane of 
tile paper, at some distance above the level of the stalk, some such 
figure would be obtained as that shewn in fig. 288 £. Here the 



Fig. 286 . Diagrammatic 

SECTION OP THE EYE AND THE 
OPTIC NERVE AT AN EARLY 
STAGE. (From Lieberkiihn.) 

To shew the lens I occu- 
pying the whole hollow of 
the optic cup, the inclination 
of the stalk s to the optic 
cup, and the continuity of 
the cavity of the stalk h* with 
that of the primary vesicle c ; 
f. anterior, u. posterior wall 
of the optic cup. 
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fissure f is obvious, and the communication of the cavity vh of the 
secondary vesicle with the outside of the eye evident; the section 
of course would not go through the 
superficial epiblast. Lastly, a section, 


taken perpendicular to the plane of the 
paper along the line i.e, through the 
fissure itself, would present the appear- 
ances of fig. 288 F, where the wall of 
the vesicle is entirely wanting in the 
region of the fissure marked by the 
position of tlie letter f. The ex- 
ternal epiblast has been omitted in 
this figure. 

With reference to the above description, 
taken with very slight alterations from the 
Elmnenta of Embry oloyi/^ Pt. i., tv\o points 



require to be noticed. Firstly it is ex- 
tremely doubtful whether the invagination 
of the secondary optic vesicle is to be 


Fio. 287. Biaorammatic re- 
presentation OF THE EYE OF THE 
Chick of about the third day as 


viewed as an actual mechanical result of seen when the head is viewed 


the ingrowth of the lens. Secondly it 
seems probable that the choroid fissure is 
not simply due to an inequality in the 
growth of the walls of the secondary optic 
cup, but is partly due to a doubling up of 
the primary vesicle from the side along the 
line of the fissure, at the same time that 
the lens is being thrust in in front. In 
Mammalia, the doubling up involves the 
optic stalk, which becomes flattened (where- 
by its original cavity is obliterated) and 
then folded in on itself, so as to embrace 
a new central cavity continuous with the 
cavity of the vitreous humour. And in 
other forms a partial phenomenon of the 
same kind is usually observable, as is more 
particularly descril>ed in the sequel. 

Before describing the development 


from underneath as a trans- 
parent object. 

I, the lens ; V, the cavity of the 
lens, lying in the hollow of the 
optic cup; r. the anterior, u. the 
posterior wall of the optic cup; c. 
the cavity of the piimary optic 
vesicle, now nearly obliterated. By 
inadvertence u has been drawn in 
some places thicker than r, it 
should have been thinner through- 
out. s the stalk of the optic cup 
with s' its cavity, at a lower level 
than the cup itself and therefore 
out of focus; the dotted line in- 
dicates the continuity of the cavity 
of the stalk with that of the pri- 
mary vesicle. 

The line z r, through which 
the section shewn in fig. 288 F is 
supj)osed to be taken, passes 
through the choroidal fissure. 


of the cornea, aqueous humour, etc. we 

may consider the further growth of the parts, whose first develop- 
ment has just been described, commencing with the optic cup. 

During the above changes the raesoblast surrounding the optic 
cup assumes the character of a distinct investment, whereby the out- 
line of the eye-ball is definitely formed. The internal portions of this 
investment, nearest to the retina, become the choroid {i,e. the chorio- 


capillaris, and the lamina fusca ; the pigment epithelium, as we have 
seen, being derived from the epiblastic optic cup), and pigment is 
subsequently deposited in it. The remaining external portion of the 


investment forms the sclerotic. 


B. E. II. 
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The complete difierentiation of these two coats of the eye does 
not however take, place till a late period. 

The cavity of the original optic vesicle was left as a nearly obli- 
terated space between the two walls of the optic cup. By the end of 
the third day the obliteration is complete, and the two walls are in 
immediate contact. 

The inner or anterior wall is, from the first, thicker than the 
outer or posterior ; and over the greater part of the cup this contrast 
increases with the growth of the eye, the anterior wall becoming 
markedly thicker and undergoing changes of which we shall have to 
speak directly (fig. 289). 

In the front portion however, along, so to s})eak, the lip of the 
cup, anterior to a line which afterwards becomes the ora serrata, 
both layers cease to take part in the increased thickening, accom- 
panied by peculiar histological changes, which the rest of the cup is 
undergoing. Thus a hind portion or true retina is marked off from 
a front portion. 

The front portion, accompanied by the mesoblast which imme- 
diately overlies it, is behind the lens thrown into folds, the ciliary 
ridges; while further forward it bends in between the lens and the 
cornea to form the iris. The original wide opening of the optic cup 
is thus uarrowed to a smaller orifice, the pupil; and the lens, which 
before lay in the open moutli of the cup, is now inclosed in its cavity. 
While in the hind portion of the enp or retina proper no deposit of 



Vui. 2S8. 

D. Diagrammatic section taken perpendicular to the plane <d‘ the paper, along the 
line yy^ fig. 287. The stalk is not seen, the section falling quite out of its region. 
vh, hollow of optic cup filled \N'ith vitreous humour; other letters as in fig. 285 B. 
(After Bemak.) 

E. Section taken parallel to the plane of the paper through fig. 287, so far behind 
the front surface of the eye as to shave off a small portion of the posterior surface of the 
lens If but not so far behind as to be carried at all through the stalk. Letters as 
before j /. the choroidal fissure. 

F. Section along the line zz^ perpendicular to the plane of the paper, to shew the 
choroidal fissure./’, and the continuity of the cavity of the optic stalk with that of the 
primary optic vesicle. Had this section been taken a little to one side of the line zz, 
the wall of the optic cup would have extended up to the lens below as well as above. 
Letters as before. The external epiblast is omitted in this section. 

black pigment takes place in the layer formed out of the inner or 
anterior wall of the vesicle ; in the front portion forming the region 
of the iris, pigment is largely deposited throughout both layers, 
though first of all in the outer one, so that eventually this portion 
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seems to become nothing more than a forward prolongation of the 
pigment epithelium of the choroid. 

Thus, while the hind moiety of the optic cup becomes the retina 
proper, including the choroid-pigment in which tlie rods and cones 



Fm. 289. Section of the eye of Chick at the fourth day. 
fi.l). superficial epiblast of the side of the head; It. true retina: anterior wall of the 
optic cup; p.Ch. pigment-ejiithelium of the choroid : posteiior wall of the optic cup. 
b is placed at the extreme lip of the optic cup at what will become the margin of the 
iris. 1. the lens. The hind wall, the nuclei of whose elongated cells are shewn at rd, 
now forms nearly the whole mass of the lens, the front wall being reduced to a layer of 
flattened cells el. m. the mesoblast surrounding the optic cup and about to form the 
choroid and sclerotic. It is seen to pass forward between the lip of the optic cup and 
the superficial epiblast. 

Filling up a large part of the hollow of the optic cup is seen a hyaline mass, the 
rudiment of the hyaloid membrane, and of the coagulum of the vitreous humour, y. In 
the neighbourhood of the lens it seems to be continuous as at cl with the tissue a, which 
appears to be the rudiment of the capsule of the lens and suspensory ligament. 

are imbedded, the front moiety is converted into the ciliary portion 
of the retina, covering the ciliary processes, and into the uvea of the 
iris ; the bodies of the ciliary processes and the substance of the iris, 
their vessels, muscles, connective tissue and ramified pigment, being 
derived from the mesoblastic choroid. The margin of the pupil marks 
the extreme lip of the optic vesicle, where the outer or posterior wall 
turns round to join the inner or anterior. 

The ciliary muscle and the ligamentum pectinatum are both 
derived from the mesoblast between the cornea and the iris. 

26—2 
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The Betina. At first the two walls of the optic cup do not greatly 
differ in thickness. On the third day the outer or posterior becomes 
much thinner than the inner or anterior, and by the middle of the 
fourth day is reduced to a single layer of flattened cells (fig. 289 
p,Ch), At about the 80th hour its cells commence to receive a deposit 
of pigment, and eventually form the so-called pigmentary epithelium 
of the choroid ; from them no part of the true retina (or no other part 
of the retina, if the pigment-layer in question be supposed to belong 
more truly to the retina than to the choroid) is derived. 

On the fourth day, the inner (anterior) wall of the optic cup 
(fig. 289 K) has a perfectly uniform structure, being composed of 
elongated somewhat spindle-shaped cells, with distinct nuclei. On its 
external (posterior) surface a distinct cuticular membrane, the mem- 
brana liniitans externa, early appears. 

As the wall increases in thickness, its cells multiply rapidly, so 
that it soon becomes several cells thick : each cell being however 
probably continued through the whole thickness of the layer. The 
wall at this stage corresponds clo.sely in its structure with the brain, 
of which it may properly be looked upon as part. According to the 
usual view, which is not however fully supported by the development, 
the retina becomes divided in the subseciuent growth into (1) an outer 
part, corresponding morphologically to the epithelial lining of the 
cerebro-spinal canal, composed of what may be called the visual cells 
of the eye, i.e, the cells forming the outer granular (nuclear) layer 
and the rods and cones attached to them; and (2) an inner portion 
consisting of the inner granular (nuclear) layer, the inner molecular 
layer, the ganglionic layer and the layer of nerve-fibres corresponding 
morphologically to the walls of the brain. According to Lowe, how- 
ever, only the outer limbs of the rods and cones, which he holds to 
be metamorphosed cells, correspond to the epithelial layer of the 
brain. 

The actual development of the retina is not thoroughly understood. 
According to the usual statements (Kolliker, No. 298 , ]>. 693) the layer of 
ganglion cells and the inner molecular layer are first differentiated, 
while the remaining cells give rise to the rest of the retina proper, and 
are bimnded externally by the membrana liniitans externa. On the inner 
side of the ganglionic layer the stratum of nerve-fibres is also very early 
established. The rods and cones are formed as prolongations (Kolliker, 
Babuchin), or cuticularizations (Schultze, W. Muller) of the cells which 
eventually form the outer granular layer. The layer of cells external to 
the molecular layer is not divided till comparatively late into the inner 
and outer granular (nuclear) layers, and the interposed outer molecular 
layer. 

Lowe’s account of the development of the retina in the Rabbit is in many 
points different from the above. He finds that three stages in the differen- 
tiation of the layers of the retina may be distinguished. 

In the first stage, in an embryo of four or five millimetres, the following 
layei*s are present, commencing at the outer side, adjoining the external 
wall of the secondary optic cup. 
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(1) A. menibraue, which does not however, as usually believed, 
become the membrana limitans externa. 

(2) A layer of clear elements, derived from metamoq)hosed cells, 
constituting the outer limbs of the rods and cones. 

(3) A layer of dark rounded elements. 

(4) An indistinctly sti’iated layer, the future layer of nerve-fibres. 

I’lie third of these layers gives rise to all the eventual strata of the 

retina proper, except the outer limbs of the rods and cones. 

In the next stage, when the embryo has reached a length of 2 cm., this 
layer becomes divided into three .strata : viz. an outer and inner layer of 
dark elements and a middle one of clearer elements. The two inner of these 
layers become respectively the iiinor molecular layer and the layer of gan- 
glion cells, while the outer layer gives rise to the j^arts of the retina external 
to the inner molecular layer. 

In the newly born animal the outer darker layer of the previous stage 
has become considerably Mibdivided. Its outermost part forms a stratum of 
darkly coloured elements, which develop into the inner limbs of the rod.s 
and cones. It is bounded internally by a membrane — the true membrana 
elastica externa. The part of the layer within this is soon divided into the 
outer and inner granular layers, separated from each other by the delicate 
outer molecular layer. Tims, shortly after birth, all the layers of the retina 
are established in the Kabbit. It is im])ortant to notice that, according to 
Lowe’s views, the outer and inner limbs of the rods and cones are metamor- 
phosed cells. The outer limbs at first form a continuous layei’, in which 
separate elements cannot be recognised. 

At a very early period there appears a membrane on the side of the 
retina adjoining the vitreous humour. This membrane is the hyaloid mem- 
brane. The investigations of Kessler and inysdf le^ad to the conclusion that 
it may bo formed at a time when there is no trace of mesoblastic structures 
in the cavity of the vitreous humour, and that it is therefore necessarily 
develo[)ed as a cuticular deposit of the cells of the optic cup. Lieberkiihn, 
Arnold, Lowe, and other authors regard it howcNer as a mesoblastic 
product; and Kiilliker believes that a primitive membrane is developed 
from the cells of the optic cup, and that a true hyaloid membrane is deve- 
loped much later as a product of the ine.sobla.st. 

For fuller information on this subject the reachjr is nderred to the 
authors quoted above. 

The optic nerve. The optic nerves are derived, as we have said, 
from the at first hollow stalks of the optic vesicles. Their cavities 
gradually become obliterated by a thickening of the walls, the 
obliteration proceeding from the retinal end inwards towards tlie 
brain. While the proximal ends of the optic stalks are still hollow 
the rudiments of the optic chiasina arc formed from fibres at the roots 
of the stalks, the fibres of the one stalk growing over into the 
attachment of the other. The decussation ot the fibres vyould 
appear to be complete. The fibres arise in the remainder of the 
nerves somewhat later. At first the optic nerve is equally con- 
tinuous with both walls of the optic cup ; as must of necessity be 
the case, since the interval which primarily exists between the two 
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walls is continuous with the cavity of the stalk. When the cavity 
within the optic nerve vanishes, and the fibres of the optic nerve 
appear, all connection is ruptured between the outer wall of the 
optic cup and the optic nerve, and the optic nerve simply perforates 
the outer wall, and becomes continuous with the inner one. 

There does not appear to me any ground for doubting (as has been 
done by His and Kdlliker) that the fibres of the optic nerve are 
derived from a differentiation of the epithelial cells of which the 
nerve is at first formed. 

Choroid Fissure. With reference to the choroid fissure we may 
state that its behaviour varies somewhat in the different types. It 
becomes for the greater part of its extent closed, though its proximal 
end is always perforated by the optic nerve, and in many forms by a 
mesoblastic process also. 

The lens when first formed is an oval vesicle with a small central 
cavity, the front and hind walls being of nearly equal thickness, 
and each consisting of a single layer of elongated columnar cells. In 
the subsequent stages the mode of growth of the hind wall is of 
precisely an opposite character to that of the front wall. The hind 
wall becomes much thicker, and tends to obliterate the central cavity 
by becoming convex on its front surface. At the same tinie its cells, 
still remaining as a single layer, become elongated and fibre-like. 
The front wall on the contrary becomes thinner and thinner and its 
cells flattened. 

These modes of growth continue until, as shewn in fig. 289, the 
hind wall I is in absolute contact with the front wall el, and the 
cavity thus becomes entirely obliterated. The cells of the hind wall 
have by this time become veritable fibres, which, when seen in section, 
appear to be arranged nearly parallel to tho optic axis, their nuclei 
nl being seen in a row along their middle. The front wall, some>vhat 
thickened at either side where it becomes continuous with the hind 
wall, is now a single layer of flattened cells separating the hind wall 
of the lens, or as we may now say the lens itself, from the front limb 
of the lens-capsule ; of tlie latter it becomes the epithelium. 

The subsequent changes undergone consist chiefly in the con- 
timied elongation and multiplication of the lens-fibres, with the 
partial disappearance of their nuclei. 

During their multiplication they become arranged in the manner 
characteristic of the adult lens of the various forms. The lens-capsule, 
as was originally stated by Kolliker, appears to be formed as a cuticu- 
lar membrane deposited by the epithelial cells of the lens. 

The views of Lieberkuhn, Arnold, Lowe and others, according to 
which the lens-capsule is a mesoblastic structure, do not appear to be well 
founded. The contrary view, held by Kolliker, Kessler, etc., is supported 
mainly by the fact that at the time when the lens-capsule first appears 
there are no mesoblast cells to give rise to it. It should however be stated 
that W. Miiller has actually found cellular elements in what he believes to 
be the lens-capsule of the Ammocoete lens. Considering the degraded 
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character of the Aiiimoca*te eye, evidence derived from its structure must 
be accepted with caution. 

The vitreous humour. The vitreous humour is derived (except 
in Cyclostomata) from a vascular ingrowth, which differs considerably 
in different types, through the choroid slit. Its real nature is very 
much disputed. According to Kessler’s view, it is of the nature of a 
fluid transudation, but the occasional presence in it of ordinary em- 
bryonic mesoblast cells, in addition to more numerous blood-corpus- 
cles, gives it a claim to be regarded «as intercellular substance. ’The 
number of cells in it is however at best extremely small and in many 
cases there is no trace of them. In Mammals there appear to be some 
mesoblast cells invaginated with the lens, which are not improbably 
employed in the formation of the vessels of the so-called membrana 
capsulo-pupillaris. In the Ammocoete the vitreous humour originates 
from a distinct mesoblastic ingrowth, though the cells which give 
rise to it subsequently disappear. 

The development of the zonula of Zinu in Mainmalia, vvhicli ought to 
throw some light on the nature of the vitreous humour, has not been fully 
investigated. According to Lieberkiilin (No. 373 , p. 43), this structure 
appears in half-grown embryos of the sheep and calf. 

He says At the point where the ciliary processes and the ciliary 
part of the retina are entirely r(*tnov(‘d, one sees in the meridian bundles 
of fine fibres, which corr(‘Spond to the valleys between the ciliary pro- 
ces'<es and fill them; also lietween these bundles there extend, as a thin 
layer, similar finely striated masses, and these would have b(‘en on the 
top of the ciliary processes.” He further states that these fibres may be 
traced to the anterior and posterior limb of the lens-capsule, and that 
amongst them are numerous cells. K«dliker confirms lieberkuhn’s state- 
ments. There can be little doubt that tlie fibres of the zonula are of th(^ 
nature of connective tissue : they are statial to (dastic. By LiJwo they 
are believed to be developed out of the substance of the vitreous humour, 
but this does not a|)pear to me to follow from the observations hitherto 
made. It seems quite jiossible that they arise from mesoblast cells which 
liave grown into the cavity of tlie vitreous liiiuKair, solely in conm‘ction 
with their production. 

The integral parts of the eye in front of the lens are the cornea, 
the aqueous humour, and the iris. The development of the latter 
has already been described, and there remain to be dealt with the 
cornea, and the cavity containing the aqueous humour. 

The cornea. The cornea is formed by the coalescence of two 
structures, viz. the epithelium of the cornea and the cornea proper. 
The former is directly derived from the external epiblast, which 
covers the eye after the invagination of the lens. The latter is formed 
in a somewhat remarkable manner, first clearly made out by Kess- 
ler. 

When the lens is completely separated from the epidermis its outer 
wall is directly in contact with the external epiblast (future corneal 
epithelium). At its edge there is a small ring-shaped space bounded 
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by the outer skin, the lens and the edge of the optic cup. In the 
chick, which we may take as typical, there appears at about the time 
when the cavity of the lens is completely obliterated a structureless 
layer external to the above ring-like space and immediately adjoining 
the inner face of the epiblast. This layer, which forms the com- 
mencement of the cornea proper, at first only forms a ring at the 
border of the lens, thickest at its outer edge, and gradually thinning 
off to nothing towards the centre. It soon however becomes broader, 
and finally forms a continuous stratum of considerable thickness, 
interposed between the external skin and the lens. As soon as this 
stratum has reached a certain thickness, a layer of flattened cells 
growls in along its inner side from the mesoblast surrounding the 
optic cup (fig. 290, dm). This layer is the epithelioid layer of the 



Fio. 290. Section throucui the eye of a Fowl on the eic.hth hay of hevelof- 

MENT, to shew THE IRIS AND CORNEA IN THE PROCESS OF FORMATION. (After KeSSler.) 

ep, epiblastic epithelium of cornea; cc. corneal coipuscles Krowing into the struc- 
tureless matrix of the cornea; dm. Descemet's membrane; ir. iris; cb. mesoblast of 
the iris (this reference letter points a little too high). 

The space between the layers dm. and ep, is filled with the structureless matrix of 
the cornea. 

membrane of Descemet. After it' has become completely esta- 
blished, the mesoblast around the edge of the cornea becomes divided 
into two strata; an inner one (fig. 290 <:h) destined to form the 
mesoblastic tissue of the iris already described, and an outer one 
(fig. 290 cc) adjoining the epidermis. The outer stratum gives rise to 
the corneal corpuscles, which are the only constituents of the cornea 
not yet developed. The corneal curpu.scles make their way tlirough the 
structureless corneal layer, and divide it into two strata, one adjoining 
the epiblast, and the other adjoining the inner epithelium. The two 
strata become gradually thinner as the corpuscles invade a larger 
and larger portion of their substance, and finally the outermost portion 
of them alone remains as the merabrana elastica anterior and pos- 
terior (Descemet's membrane) of the cornea. The corneal corpuscles, 
which have grown in from the sides, thus form a layer which becomes 
continually thicker, and gives rise to the main substance of the cornea. 

1 It appears to me possible that Lieberktihn may be right in stating that the 
epithelium of Descemet’s membrane grows in between the lens and the epiblast before 
the formation of the cornea proper, and that Kessler’s account, given above, may on 
this point require correction. From the structure of the eye in the Ammocoete it 
seems probable that Desoemet’s membrane is continuous with the choroid. 



ORGANS OF VISION OF THE VERT ERRATA, 


409 


Whether the increase in the thickness of the layer is due to the 
immigration of fresh corpuscles, or to the division of those already 
there, is not clear. After the cellular elements have made their way 
into the cornea, the latter becomes continuous at its edge with the 
mesoblast which forms the sclerotic. 

The derivation of the original structureless layer of the cornea is still 
uncertain. Kessler derives it from the epiblast, but it appears to me more 
probable that Kblliker is right in regarding it as derived from che moso- 
blast. The grounds for this view ai*e, (1) the fact of its growth inwards 
from the border of the mesoblast round the edge of the eye, ( 2 ) the peculiar 
relations between it and the corneal corpuscles at a later period. This 
view would receive still further support if a layer of mesoblast between 
the lens and the epiblast were really present as believed by Lieberkiihn. 
It must however be admitted that the objections to Kessler’s view of its 
epiblastic nature are rather a priori than founded on definite observation. 

The observations of Kessler, which have been mainly followed in the 
above account, are strongly opposed by Lieberkuhn (No. 374 ) and Arnold 
(No. 370 ), and are not entirely accepted by Kolliker. It is especially on 
the development of these parts in Mammalia (to be spoken of in the 
sequel) that the above authors found their oljections. I have had thiough 
Kessler’s kindness an opportunity of looking through some of his beautiful 
preparations, an<l have no hesitation in generally accepting his conclusions, 
though as mentioned above T cannot agree with all his interpretations. 

The aqueous humour. 'I'lie cavity for the aqueous humour has 
its origin in the ring-shaped space round the front of the lens, 
which, as already mentioned, is bounded by the external skin, the 
edge of the optic cup, and the lens. By the formation of the cornea 
this space is shut off from the external skin, and on the appearance 
of tlie epithelioid layer of Descemet's membrane a continuous cavity 
is developed between the cornea and the lens. This cavity enlarges 
and receives its final form on the full development of the iris. 

Comparative view of the development of the Vertebrate Eye. 

The organ of vision, when not secondarily aborted, contains in all 
Vertebrata the essential paHs above described. The most interesting cases 
of partial degeneration are those of Myxiue and tin*. Ammocoete. The 
development of such aborted eyes has as yet been studied only in the 
Ammoc(]etc^, in which it resembles in most impovtaut fi'aturcs that of 
other Vertebrata. 

Eye of Ammoemtes. optic vesicle arises as an outgrowth of the 

fore-brain, but the secondary optic cup is rtunarkable in the young larva for 
its small size (fig. 291 opv). The thicker outer wall gives rise to the retina, 
and the thinner inner waU to the choroid pigme nt. The lens is formed 
as an invagination of the single-layered epidermis (fig. 291 1), As develop 
meat proceeds the parts of the eye giadually enlarge, and the mesoblast 
around the hinder and dorsal part of the oj>tic cup becomes pigmented. 
There is at first no cavity for the vitreous humour, but eventually the 


■ The most detailed uceoimt is that of W. Muller (Xo. ,^77). 
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growth of the optic cup gives rise to a space, into which a cellular process 
of luesoblast grows at a slight notch in the ventral edge of the optic cup 
(W. Miiller, No. 377 ). This notch is the only rudiment of the choroid 

fissure of other types. The mesohlastic 



Tio. 201 . HoftIZONTAL SECTION 
THBOUGH THE HEAD OF A JUST 
HATCHED LARVA OP PeTROMYZON 
SHEWING THE DEVELOPMENT OF THE 


process is probably the honiologue of the 
processus falciformis and pecten, and ap- 
pears to give rise to the vitreous humour ; 
for a long time it retains its connection 
with the surrounding mesoblast. Its cells 
eventually disappear, and it never contains 
any vascular structures. 

The lens for a long time remains as 
an oval vesicle with a central cavity. In 
a later stage, when the Ammoccete is fully 
developed, the secondary optic cup forms 
a deep pit (fig. 292 t)\ in the mouth of 
which is placed the lens if). The two 
walls of the retina have now the normal 
vei'tebrate structure, though the pigment 
is as yet imj)erfectly j>resent in the cho- 
roid layer. The lens has the embryonic 
forms of higher types (cf. fig. 289), con- 
sisting of an inner tliicker segment, the 


LENS OF THE EYE. 


true lens, and an outer layer forming the 


th,c, thalamencephalon ; op.v, epithelium of the lens capsule. The edge 
optic vesicle; /. lens of eye; h.c. of)tic cup, which forms the rudi- 

lea cavi y. nient of the epiblast of the iris, is imper- 


fectly separated from the remainder of 
the o[)tic cup ; and a mesohlastic element of the iris, distinct from Desce- 
met^s membrane (drtt), can hardly be spoken of. 

There is no cavity for the aqueous humour in front of the lens ; and 
there is no cornea as distinct from the epidermis and subepidermic tissues. 
The elements in front of the lens are ( 1 ) the epidermis {ep ) ; ( 2 ) the dermis 
{dc) ; (3) the snbdermal connective tissue (sdc) which passes without any 
sharp line of demarcation into the dermis; (4) a thick membrane, con- 
tinuous with the mesobla.stic part of the choroid, which ajipears to represent 
Descemet’s membrane. The snbdermal connective tissue is continued as 


an investment round the whole eye; and there is no differentiated sclerotic 
and only an imperfect choroid. 

In a still later stage a distinct mesohlastic element for the iris is 
formed. When the Aininocmte is becoming a Lamprey, the eye approaches 
the surface ; an anterior chamber is established ; and the eye differs 
from that of the higher types mainly in the fact that the cornea is hardly 
distinguished from the remainder of the skin, and that a sclerotic is very 
imperfectly represented. 

Optic vesicles* The development of the primitive optic vesicles, so 
far as is known, is very constant throughout the Vertebrata. In Teleostei 
and Lepidosteus alone is there an important deviation from the ordinary 
type, dependent however uj>oii the mode of formation of the mediillarv 
keel, the optic vesicles arising while the medullary keel is still solid, and 
being at fii* 8 t also solid. Tliey sulisequently acquire a lumen and undergo 
the ordinary changes. 
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The lens. In the majority of gi’oup.^*, viz. Elasmobranchii, Reptilia, 
Aves, and Mammalia, the lens is 
formed by an open invagination of 
the epiblast, but in Amphibia, Te- 
leostei and Lepidosteiia, where tlie 
nervous layer of the skin is early 
established, this layer alone takes 
part in the formation of the lens 
(hg. 293 1), The lens is however 
formed even in these types as a 
hollow body by an invagination ; 

V)ut its opening remains perma- 
nently shut oil from communica- 
tion with the exterior by the e[>i- 
dermic layer of the epiblast. Gotte 
describes the lens as formed by a 
solid thickening ot‘ the nervous 
la 3 mr in Boml>inator. This is pro- 
bably a mistake. 

The cornea. The mode of 
formation of the cornea already de- 
scribed appears to be characteristic 
of most Vertebrata exce|)t the Am- 
mocmte. It has been found by 
Kessler in Ave'^, Reptilia and 
Am[)hibia, and probaldy also occurs 
in Pisces. In Mammals it is not 
however so easy to establish. Thei*e 
are at first no mesoldast cells be- 
tween the lens and the epililast (fig. 

295) but in many Mammals {viile Kes.slor, No. 372 , p]). 01 — 94) a layer 
of rounded mesoblast cells, which forms Descernet’s membrane, grows in 
between the two, at a time when it is not easy to recognise a corneal 
lamina, as distinct from a simple coagulum. 

After the forrmitioii of this layer the mesoblast cells grow into the 
corneal lamina from the sides, and becoming flattened arrange themselves 
in rows between the lamime of the cornea. The cornea continues to increase 
in thickness by the addition of lamiiue on the side adjoining the epiblast. 

We have already seen tliat in the Lamprey the cornea is nothing else 
but the slightly modified and more transparerit epidermis and dermis. 

The optic nerve and the choroid fissure. It will be convenient to 

consider together the above structures, and with them tlie vascular and 
other processe.s which pass into the cavity of the optic cup through the 
choroid fissure. These parts present on the whole a gi*eattn’ amount of 
variation than any other [)arts of the eye. . 

I commence with the Fowl which is both a very convenient general 
type for comparison, and also that in which these structures have been 
most fully worked out. 

During the tliird day of incubation there passes in through the clioroid 
vslit a vascular loop, which no doubt .suppliovS the transuded material for 
the growth of the vitreous hunioui*. U[) to the fifth day this vascular 



Fio.2y2. Eye of .vn A.m.mocxktes lyin(; 

TUCNKATH THE BKIN. 

€}}, cjDiflermiH ; d.c. dermal connective 
tissue continuous with the sub-dermal con- 
nective tissue (s.d.c), which is also shaded. 
There is no definite boundary to this tissue 
where it surrounds the eye. 

m. muscles; dw. membrane of De.sceinet; 
/. lens; r.h. vitreous humour; r. retina; 
rp. retinal pif'ment. 
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loop is the only structure passing through the choroid slit. On this day 
however a new structure appeal’s, which remains permanently through lifn, 
and is known as the pecten. It consists of a lamellar process of the 
masoblast cells round the eye, passing through the choroid slit near the 
optic nerve, and enveloping part of the afferent branch of the vascular loop 
above mentioned. Tlie proximal part of the free edge of the pecten is 
somewhat swollen, and sections through this part have a club-shaped form. 
On the sixth day the choroid slit becomes rapidly closed, so tliat at the 
end of the sixth day it is reduced to a mere seam. There are however 
two parts of this seam where the edges of the optic cup have not coalesced. 
The proximal of these adjoins the optic nerve, and permits the passage 
of the pecten and at a later period of the optic nerve ; and the second or 
distal one is placed near the ciliary edge of the slit, and is traversed by 
the efferent branch of the above-mentioned vascular loop. This vessel soon 
atrophies, and with it the distal opening in the choroid slit completely 
vanishes. In some varieties of domestic Fowl (Lieberkiihn) the opening 
however persists. The seam which marks the original site of the clmroid 
slit is at first conspicuous by the absence of pigment, and at a later period 
by the deep colour of its pigment. Finally, a little after the ninth day, no 
trace of it is to be seen. 

Up to the eighth day the pecten remains as a simple lamina ; by 
the tenth or twelfth day it begins to be folded or rather puckered, and 

by the seventeenth or eighteenth 
<lay it is richly pigmented and 
the j)uck Brings havebecome nearly 
as numerous as in the adult, there 
being in all seventeen or eighteen. 
The pecten is almost entirely com- 
posed of vascular coils, which are 
suj>ported by a sparse pigmented 
connective tissue ; and in the adult 
the pecten is still extremely 
vascular. The original artery 
which became enveloped at the 
formation of the pecten continues, 
when the latter becomes vascular, 
to supply it with blood. The 
vein is practically a fresh de- 
velopment after the atrophy of 
the distal portion of the primitive 
h’lG, 293. Section thiiougu the front vascular loop of the vitreous 
PART or THE HEAD OF A Lepioosteos emdryo humoiir. 



ON THE SEVENTH DAY AFTER iMPRE(fNATioN, Xliore are 110 ti’iie rotiiial 

al. alimentary tract; fh. thalamencepha- blood 'Ves.sels. 

Ion; 1. lens of eye; op.v. optic vesicle. The t j.i r ’ i.- i* xi i.* 

mesoblaat is not represeutorf. I" ***« formation of the optic 

cup the extreme peripheral part of 
the optic nerve, which is in immediate proximity with the artery of the 
pecten, becomes folded. The permanent opening in the choroid fissure for 
the pecten is intimately related to the entrance of the optic nerve into the 
eyeball ; the fibres of the optic nerve passing in at the inner border of the 
pecten, coursing along its sides to its outer border, and radiating from it as 
from a centre to all parts of the retina. 


al. alimentary tract; fb. thalamencepLa- 
lon ; 1. lens of eye ; op.'v. optic vesicle. The 
mesoblast is not represented. 
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In the Lizard the choroid slit closes considerably earlier than in the 
Fowl. The vascular loop in the vitreous humour is however more de- 
veloped. Tlie i)ecten long remains without vessels, and does not in fact 
become at all vascular till after the very late disappearance of the distal 
part of the vascular loop of the vitreous humour. 

The arrangement of the ingrowth through the choroid slit in Elasmo- 
branchii (Scyllium) has been partially worked out, and so far as is at present 
known the agreement between the Avian and Elasmobranch type is fairly 
close. 

At the time when the cavity between the lens and the secondary optic 
cup is just commencing to be formed, a process of mesoblast accompanied 
by a vascular loop passes into the vitreous humour, through the choroid 
slit, close to the oi)tic nerve. The vessel in this process is no doubt 
equivalent to the vascular loop in the Avian eye, but I have not made 
out that it projects beyond the mesobla^tic process accompanying it. As 
the cavity of the vitreous humour enlarges and the choroid slit elongates, 
the process through it takes the form of a lamina witli a somewhat swollen 
border, and projects for some distance into the cavity of the vitreous 
humour. 

At a later stage, after the outer layer of the optic cup has become pig- 
mented, the distal part of the choroid slit adjoining the border of the lens 
closes up ; but along the line where it was present the walls of the optic 
cup remain very thin aiul are thrown into three folds, two lateral and 
one median, projecting into the cavity of the vitreous humour. The 
median fold is in contact with the lens, and the vascular mesoblast sur- 
rounding tlie eye projects into the space between the two laminae of 
which it is formed. In ])}ussing from the region of the lens to that of the 
optic nerve the lateral folds of the optic cup disappear, and the median 
fold forms a considerable proj(*ctioii into the cavity of the vitreous humour. 
It consists of a core of mesoblast covered by a delicate layer derived from 
both strata of the optic cup. Still nearer the optic nerve the choroid slit 
is no longer closed, and the mesoblast, which in the neighbourhood of the 
lens only extended into the folds of the wall of the optic cup, now pro- 
jects freely into the cavity of the vitreous humour, and forms the lamina 
already described. It is not v^ery vascular, but close to the optic nerve 
there passes into it a considerable artery. 

In the young animal the choroid slit is no longer perforated by a ineso- 
blastic lamina. At its inner end it remains open to allow of the passage 
of the optic nerve. The line of the slit can easily be traced along the 
lower side of the retina j and close to the lens the retinal wall continues, 
as in the embryo, to be raised into a projecting fold. Traces of these 
structures are visible even in the fully grown examples of Scyllium. 

As has been pointed out by Bergmeister the mesoblastic lamina pro- 
jecting into the vitreous humour resembles the pecten at an early stage of 
development, and is without doubt homologous with it. The artery which 
supplies it is certainly equivalent to the artery of the pecten. 

There can be no doubt that the mesoblastic lamina projecting into the 
vitreous humour is equivalent to the processus falciforrnis of Teleostei, and 
it seems probable that the whole of it, including the free part as well 
as that covered by epiblast, ought to be spoken of under this title. J'he 
optic nerve in Elasmobranch ii is not included in the folding to which 
the secondary optic vesicle owes its origin, and would seem to perforate 
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t/he walls of the optic cup only at the distal end of the processus falci- 
formis. 

In Teleostei there is at first a vascular loop like that in Birds, 
passing through the choroid fissure. This has been noticed by Kessler in 
the Pike, and by Schenk in the Trout. At a later period a mesoblastic 
ingrowth with a blood-vessel makes its way in many forms into the cavity 
of the vitreous humour, accompanied by two folds in the walls of the free 
edges of the choroid fissure (fig. 294). These structures, which constitute 

the processus falciformis, clearly resemble very 
closely the mesoblastic process and folds of the 
optic cup in Elasmobranchii. The processus fal- 
ciformis comes in contact with, and j>erhaps be- 
comes attached to the wall of the lens; and 
j)ersists through life. 

In Triton there is no vascular ingi'owth 
through the choroid fissure, but a few meso- 
blastic cells pass in which represent the vascular 
ingrowth of other types. The optic nerve per- 
forates the proximal extremity of the original 
choroid slit. 

The absence of an embryonic blood-vessel 
does not however liold good for all Amphibia, 
as there is |>resent in the embryo Alytes (Lieber- 
kUhn) an artery, which breaks up into a capillary 
system on the retinal border of the vitreous 
humour. 

In the Ammoccete the choroid slit is merely 
represented by a slight notch on tlio ventral 
edge of the optic cup, and the mesoblastic })rocess which passes through 
the choroid slit in most types is represented by a large cellular process, 
from which the vitreous humour would appear to be derived. 

Mamuialia differ from all the ty[)es already described in the immense 
foetal development of the blood-vessels of the vitreous humour. There are 
however some points in connection with the development of these vessels 
which are still uncertain. The most important of these points concerns 
the presence of a prolongation of the mesoblast around the eye into the 
cavity of the vitreous humour. It is maintained by Lieberkiihn, Arnold, 
Kdlliker, etc., that in the invagination of the lens a thin layer of mesoblast 
is carried before it ; and is thus transported into the cavity of the vitreous 
humour. This is denied by Kessler, but the layer is .so clearly figured by 
the above embryologi.sts, that the existence of it in some Mammalia (the 
Rabbit, etc.) must I think be accepted. 

In the folding in of the optic vesicle, which accompanies the formation 
of the lens, the optic nerve becomes included, and on the development of 
the cavity of the vitreous humour an ai*tery, running in the fold of the 
optic nerve, passes through the choroid slit into the cavity of the vitreous 
humour (fig. 295 acr). The sides of the optic nerve subsequently bend 
over, and com[)letely envelope this artery, which at a later period gives off 
branches to the retina, and becomes known as the arteria centralis 
retinm. It is homologous with the arterial limb of the vascular loop 
projecting into the vitreous humour in Biids, Lizards, Teleostei, etc. 

Before becoming envelo[>ed in the optic nerve this artery is continued 
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SECTION THROUGH THE EYE OF 

A Teleostean embryo. (From 
Gegenbaur; after Schenk.) 

8. choroid fissure, with 
tw'o folds forming part of the 
processus falciformis; </. cho- 
roid layer of optic cup ; h. 
retinal layer of optic cup ; c. 
cavity of vitreous humour ; d. 
lens. 
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through the vitreous humour (fig. 295), and when it comes in close 



Fig. 205. Section through the eye of a Babbit embryo of about twelve hays. 

c*. epithelium of cornea; L lens; mec. incsoblast growing in from the side to form 
the cornea; retina; a.c.r. arteria centralis retime ; of.n. optic nerve. 

The figure shews (1) the absence at this stage of mesoblasfc between the lens and 
the epiblast; the interval between the two has however been made too great; (2) the 
arteria centralis retinae forming the vascular capsule of the lens and continuous with 
vascular structures round the edges of the optic cup. 

})roximity to the lens it divides into a number of radiating branches, which 
pass roulid the edge of the lens, and form a vascular sheath which is 
prolonged so as to cover the anterior wall of the lens. In front of the 
lens they anastomose with vessels, coming from the iris, many of which 
are venous (tig. 295) — and the whole of the blood from the arteria centialis 
is carried away by tliese veins. The vascular sheath surrounding the lens 
receives the name of the membrana capsulo-pupillaris. The posterior 
part of it appears (Kessler, No. 372 ) to be formed of vessels without the 
addition of any other structures, and is either formed simply by branches 
of the arteria centralis, or out of the mesoblast cells involuted with the 
lens. The anterior part of tlie vascular sheath is however inclosed in a 
very delicate membrane, the membrana pupillaris, continuous at the sides 
with the epithelium of Descemet’s membrane. On the formation of the 
iris this membrane lies superficially to it, and forms a kind of continuation 
of the mesoblast of the iris over the front of the lens. 

The origin of this membrane is much disputed. By Kessler, whose 
statements have been in the main followed, it is believed to appear com- 
paratively late as an ingrowth of the stroma of the iris ; while Kdlliker 
believes it to be derived from a mesoblastic ingrowth between the front 
wall of the lens and the epiblast. According to Kdlliker this ingrowth 
subsequently becomes split into two lamime, one of which form.s the cornea. 
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and the other the anterior part of the vascular sheath of the lens with its 
membrana pupillMiis. Between the two appeai-s the aqueous humour. 

The membrana capsulo-pupillaris is simply a provisional embryonic 
structure, subserving the nutrition of the lens. The time of its dis- 
appearance varies somewhat for the different Mammalia in which this 
point has been investigated. In the human embryo it lasts from the 
second to the seventh month and sometimes longer. As a rule it is com- 
pletely absorbed at the time of birth. The absorption of the anterior part 
commences in the centre and proceeds outwards. 

In addition to the vessels of the vascular capsule round the lens, there 
arise from the arteria centralis retime, just after its exit from the optic 
nerve, in many forms (Dog, Cat, Calf, Sheep, Rabbit, Man) provisional 
vascular branches which extend themselves in the posterior part of the 
vitreous humour. Near the ciliary end of the vitreous humour they 
anastomose with the vessels of tlie membrana capsulo-pupillaris. 

In Mammals the choroid slit closes very early, and is not perforated 
by any structure homologous with the pecten. The only part of the slit 
which remains open is that perforated by the optic nerve ; and in the centre 
of the latter is situated the arteria centralis retinoB as explained above. 
From this artery there grow^ out the vessels to supply the retina, which 
have however nothing to do with the provisional vessels of the vitreous 
humour just described (Kessler). On the atrophy of the provisional 
vessels the whole of the blood of the arteria centralis passes into the 
retina. 

It is interesting to notice (Kessler, No. 372 , p. 78) that there seems to bo 
a blood-vessel supplying the vitreous humour in the embryos of nearly all 
vertebrate types, which is homologous throughout the Vertebrata. This 
vessel often exhibits a persisting and a proN isional ])art. The latter in 
Mammalia is the membrana capsulo-pupillaris and otlier vessels of the 
vitreous humour ; in Birds and Lizards it is the }>art of the original 
vascular loop, not included in the i^ecten, and in Osseous Fishes that 
part (?) not involved in the processus falcifoirais. The permanent part 
is formed by the retinal vessels of IMammalia, by the vessels of the j:)ecten 
in Birds and Lizards, and by those of the processus falciformis in Fishes. 

The Iris and Ciliary processes. I'he walls of the edge of the 
optic cup become very inucli thinner than those of the true retinal part, 
lu many Vertebrates (Mammalia, Aves, Reptilia, Elasmobranchii, etc.) 
the thinner part, together with the uiesoblast covering it, becomes divided 
into two regions, viz. that of the iris, and that of the ciliary processes. 
In the Newt and Lam[)rey this differentiation does not take place, but the 
part in question simply becomes the iris. 

Accessory Organs connected with the Eye, 

Eyelids. The most important accessory structure's connected with 
the eye are the eyelids. They are develojied as simple folds of the integu- 
ment with a mesoblastic prolongation between their two laminre. They 
may be three in number, viz. an upper and lower, and a lateral one — the 
nictitating membrane— springing from the inner or anterior border of the 
eye. Their inner face is lined by a prolongation of conjunctiva, which is 
the modified epiblast covering the cornea and part of the hclerotic. 
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In Tele(>^tei and Ganaidei eyelids are either not [iresent or at most 
very rudimentaiy. In Elasujobranchii they are better developed, and the 
nictitating membrane is frequently present. The latter is also usually 
found in Amphibia. In the Sauropsida all three eyelids are usually 
present, but in Mammalia the nictitating membrane is rudimentary. 

In many Mammalia the two eyelids meet together during a period of 
embryonic life, and unite in front of the eye. A similar arrangement 
is permanent through life in Opliidia and some Lacertilia ; and there is a 
chamber formed between the coalesced eyelids and the surface of the 
cornea, into which the lacrymal ducts open. 

Laorymal glands* Lacrymal glands are found in the Bauropsida 
and Mammalia. They arise (Remak, Kblliker) as solid ingrowths of 
the conjunctival epitlielium. They appear in the chick on the eighth day. 

Lacrymal duct. The lacrymal duct first appears in Amphibia, and 
is present in all the higher Vertebrates. Its mode of development in the 
Amphibia, Lacertilia and Aves lias recently been very thoroughly worked 
out by Born (Nos. 380 and 381 ). 

In Amphibia he finds that the lacrymal duct arises as a solid ridge of 
the mucous layer of the ejiidermis, continued from the external opening 
of the nasal cavity backwards towards the eye. It usually appears at 
about the time when the nasal capsule is beginning to be cliondrified, As 
this ridge is gradually prolonged backwards towards the eye its anterior 
end becomes separated from the epidermis, and grows inwards in the 
mesoblast to become continuous with the posterior part of the nasal sack. 
The posterior end which joins the eyC becomes divided into the two col- 
lecting branches of the adult. Finally the whole structure becomes sepa- 
rated from the skin excefit at the external opening, and develops a lumen. 

In Lacertilia the lacrymal duct arises very much in the same manner 
as in Amphibia, though its subsequent growth is somewhat different. It 
appears as an internal ridge of the epithelium, at the junction of the 
superior maxillary process and the fold which gives rise to the lower 
eyelid. A solid process of this ridge makes its way through the mesoblast 
on the upper border of the maxillary process till it meets the wall of the 
nasal cavity, with the ej)ithelium of which it becomes continuous. At a 
subsequent stage a second solid growth from the upper part of the 
epithelial ridge makes its way through the lower eyelid, and unites with 
the inner epithelium of the eyelid; and at a still later date a third 
growth from the lower part of the structure forms a second junctiou with 
the epithelium of the eyelid. The two latter outgrowths form the two 
upper branches of the duct. The ridge now loses its connection with 
the external skin, and, becoming hollow, forms the lacrymal duct. It 
opens at two points on the inner suiface of the eyelid, and terminates at 
its opposite extremity by opening into the nasal cavity. It is remarkable, 
as pointed out by Born, that the original epithelial ridge gives rise directly 
to a comparatively small part of the whole duct. 

In the Fowl the lacrymal duct is formed as a solid ridge of the epidermis, 
extending along the line of the so-called lacrymal groove from the eye to 
the nasal pit (fig. 120). At tb^ end of the sixth day it begins to be 
separated from the epidermis, remaining however united with it on the 
inner side of the lower eyelid. After its separation from the epidermis 
it forms a solid cord, the lower end of which unites with the wall of the 
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nasal cavity. The cord so formed gives rise to the whole of the duct 
proper and to the lower branch of the collecting tube. The uf)per branch 
of the collecting tube is formed as an outgrowth from this cord. A lumen 
begins to be formed on the twelfth day of incubation, and first appears at 
the nasal end. It arises by the formation of a space between the cells of 
the cord, and not by an absorption of the central cells. 

In Mammalia Kolliker states that he has been unable to observe any- 
thing similar to that described by Born in the Sauropsida and Amphibia, 
and holds to the old view, originally put forward by Coste, that the duct is 
formed by the closure of a groove leading from the eye to the nose between 
the outer nasal process and the superior maxillary process. The upper 
extremity of the duct dilates to form a sack, from which two branches 
jmss off to open on the lacrymal papillae. In view of Born’s discoveries 
Kolliker’s statements must be received with some caution. 

The Eye of the Tnnicata. 

The unpaired eye of the larva of simple Ascidians is situated some- 
what to the right side of the posterior part of the dorsal wall of the 
anterior cephalic vesicle (fig. 296, 0). It consists of a refractive portion, 
turned towards the cavity of the vesicle of the brain, and a retinal por- 
tion forming part of the wall of the brain. The refractive parts consist 
of a convex-concave meniscus in front, and a spherical lens behind, 
adjoining the concave side of the meniscus. The posterior part of 
this lens is imbedded in a layer of pigment. The retina is formed 
of columnar cells, with their inner cuds imbedded in the pigment 
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Fig. 296. Larva of Ascidia mentula. (From Gegenbaur; after Kupffer.) 

Only the anterior part of the tail is represented, 
anterior swelling of neural tube ; N, anterior swelling of spinal portion of 
neural tube; n. hinder part of neural tube; ch. notochord; K, branchial rej^ion of 
alimentaxy tract; d. cBsopbapal and gastric region of alitneniaiy tract; 0. eye; 
a, otolith; o. mouth; papilla for attachment. 

which encloses the posterior part of the lens. The retinal part of 
the eye arises in the first instance as a prominence of the wall of 
the cerebral vesicle: its cells become very columnar and pigmented 
at their inner extremities (fig. 8 F, a). The lens is developed at a 
later period, after the larva has become hatched, but the mode of its 
formation has not been made out. 
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General consideratimis on the Eye of the Chordata. 

There can be but little doubt that the eye of the Tunicata belongs to 
the same pliylum as that of the true Vertebrata, difterent as the two eyes 
are. The same may also be said with reference to the degenerate and very 
rudimentary eye of Amphioxus. 

The peculiarity of the eye of all the Chordata consists in the retina 
being developed from part of the wall of the brain. How is this remark- 
able feature of the eye of the Chordata to be explained 1 

Lankester, interpreting the eye ia the light of the Tunicata, has made 
the interesting suggestion^ ‘‘that the original Vertebrate must have been a 
transparent animal, and had au eye or pair of eyes inside the brain, like 
that of the Ascidian Tadpole/* 

This explanation may j)ossibly be correct, but another explanation 
apj)ears.to me possible, and 1 am inclined to think that the vertebrate 
eyes have not been derived from eyes like those of Ascidians, but that the 
latter is a degenerate form of vertebrate eye. 

The fact of the retina being derived from the fore-brain may perhaps 
be explained in the same way as has already been attempted in the case 
of the retina of the Crustacea; ^.e. by supposing that the eye was evolved 
simultaneously with the fore part of the brain. 

The peculiar processes which occur in the formation of the optic vesicle 
are more difficult to elucidate; and T can only suggest that the development 
of a primary optic vesicle, and its conversion into an optic cup, ia due to 
the retinal part of the eye having been involved in the infolding which 
gave rise to the canal of the central nervous system. The position of the 
rods and cones on the posterior side of the retina is satisfactorily explained 
by this hypothesis, because, as may be easily seen from figure 285, the 
posterior lace of the retina is the original external surface of the epidermis, 
which is infolded in the formation of the brain; so that the rods and cones 
are, as might be antici})ated, situated on what is morphologically the ex- 
ternal surface of the epiblast of the retina. 

The difficulty of thivS view arises in attempting to make out how the 
eye can have continued to be employed during the gradual change of 
position wliich the i*etina must have undergone in being infolded with the 
brain in the manner suggested. If however the successive steps in this 
infolding were sufficiently small, it seems to me not impossible that the eye 
might have continued to be used throughout the whole period of change, 
and a transparency of the tissues, such as Lankester suggests, may have 
assisted in rendering this possible. 

The difficulty of the eye continuing to be in use when undergoing 
striking changes in form is also involved in Lankester’s view, in that 
if, as I suppose, he starts from the eye of the Ascidian Tadpole with its 
lenses turned towards the cavity of ihe brain ; it is necessary for him to 
admit that a fresh lens and other optical parts of the eye became developed 
on the opposite side of the eye to the original lens ; and it is difficult to 
understand such a change, unless we can believe that the refractive media 
on the two sides were in operation simultaneously. It may be noted that 
the same difficulty is involved in supposing, as I have done, that the eye 
of the Ascidian Tadpole was developed from that of a Y ertebrate. I should 

^ Degeneration y London, 1880, p. 49. 
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however be inclined to suggest that the eye had in this case ceased for a 
period to be employed ; and that it has been re-developed again in some 
of the larval forms. Its chardctei*s in the Tunicata are by no means 
constant. 


Accessory eyes in the Vertehrata. 

In addition to the paired eyes of the Vertebrata certain organs are 
found in the skin of a few Teleoatei living in very deep water, which, though 
clearly not organs of true vision, yet present characters which indicate 
that they may be used in the perception of light. The most important of 
such organs are those found in Ghauiiodus, Stomias, etc., the significance 
of which was first pointed out by Leuckart, while the details of their 
structure have been recently worked out by Leydig* and XJssow. They 
are distributed not only in the skin, but are also present in the mouth and 
respiratory cavity, a fact which appears to indicate that their main function 
must be something else than the perception of light. It has been suggested 
that they have the function of producing phosphorescence. 

Another organ, piobably of the same nature, is found on the head of 
Scopelus. 

The organs in Ghauiiodus are spherical or nearly spherical bodies in- 
vested in a special tunic. The larger of them, which alone can have any 
relation to vision, are covered with pigment except on their outer surface. 
The interior is filled with two masses, named by Leuckart the lens and 
vitreous humour. According to Leydig each of them is cellular and 
receives a nerve, the ultimate destination of which has not however been 
made out. According to Ussow the anterior mass is structureless, but 
serves to support a lens, placed in the centre of the eye, and formed of a 
series of crystalline cones prolonged into fibres, which in the posterior part 
of the eye diverge and terminate by uniting with the processes of multipolar 
cells, placed near the pigmented sheath. These cells, together with the 
fibres of the crystalline cones which pass to them, are held by Ussow to 
constitute a retina. 
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AUDITORY ORGAN. OLFACTORY ORGAN AND SENSE 
ORGANS OF THE LATERAL LINE. 


Anditoru Organs, 

A (iREAT variety of organs, very widely distributed amongst 
aquatic forms, and also found, though less universally, in land forms, 
are usually classed together as auditory organs. 

In the case of all aquatic forms, or of forms which have directly 
inherited their auditory organs from aquatic forms, these organs are 
built upon a common type; although in the majority of instances the 
auditory organs of the several groups have no genetic relations. All 
the organs have their origin in specialized portions of the epidermis. 
Some of the cells of a special region become provided at their free 
extremities with peculiar hairs, known as auditory hairs; while in other 
cells concretions, known as otoliths, are formed, which appear often to 
be sufficiently free to be acted upon by vibrations of the surrounding 
medium, and to be so placed as to be able in their turn to transmit 
their vibrations to the cells with auditory hairs \ The auditory 
regions of the epidermis are usually shut off from the surface in 
special sacks. 

The actual function of these organs is no doubt correctly described, 
in the majority of instances, as being auditory; but it appears to 
me very possible that in some cases their function may be to enable 
the anirams provided with them to detect the presence of other animals 
in their neiglibourhood, through the undiilatory movements in the 
water, caused by the swimming of the latter. 

Auditory organs with the above characters, sometimes freely open 
to the external medium, but more often closed, are found in various 
CoBlenterata, Vermes and Crustacea, and universally or all but univer- 
sally in the Mollusca and Vertebrata. 

^ The function of the otolithfl is not always clear. There is evidence to shew that 
they sometimes act as dampers. 
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In many tenestrial Insects a ditfereiit type of auditory organ has 
been met with, consisting of a portion of the integument modified to 
form a tympanum or drum, and supported at its edge by a chitinoiis 
ring. The vibrations set up in the membranous tympanum stimulate 
terminal nerve organs at the ends of chitinous processes, phiced in a 
cavity bounded externally by the tyihpanic membrane. 

The tympanum of Amphibia and Amniota is an accessory organ 
added, in terrestrial Vertebrata, to an organ of hearing primitively 
adapted to an acpiatic mode of life; and it is interesting to notice the 
presence of a more or less similar memlmine in the two great groups 
of terrestrial forms, i.e, terrestrial Vertebrata and Insecta. 

Nothing is known with reference to the mode of development or 
evolution of tlie tympanic type of auditory organ found in Insects, 
and, except in the case of Vertebrates, but little is known with 
reference to tlie development of wfiat may be called the vesicular 
type of auditory organ found in aquatic forms. Some very interesting 
facts with ref'eri nce to the evolution of such organs have however 
been brought to light by the brothers Hertwig in their investigations 
oil the CyVelenterata; and I propose to commence my account of the 
development of the auditory organs in the animal kingdom by a short 
statement of the results of their researches. 

Coelenterata. Three distinct types of auditory organ have been 
rec<^gnised in the Medusie; two of them resulting from the differentia- 
tion of a tentacle-like organ, and one from ectodei m (‘ells on the under 
surface of the velum. We may commcnc(‘ witli the latter as the 
simplest. It is found in the Medusae known as the Vesiculata. 1 'he 
least differentiated form 
of this organ, so far dis- 


covered, is present in Mi- 
trotrocha, Tiaropsis and 
other genera. It has the 
form of an open pit; and 
a series of such organs 
are situated along the at- 
tached edge of the velum 
with their apertures di- 
rected downwards. The 
majority of the cells lin- 
ing the outer, i.e. peri- 
pheral side of the pit, con- 
tain an otolith, while a, 
row of the crdls on the 
inner, i.e. centi’al side are 
1 n ( )d i fi d as au d i t o i ■ v c ( * 1 1 s. 
The auditory cells ;ut‘ 
SOI 11 e w 1 1 a t strap - s h a | le d , 
their imiei* ends being 
continuous with the hbics 



Fig. 297 . Auditory vehicle oe riiiAi i!>u\m afikk 

TREATMENT WITH DILUTE 08MIC ACID. (FlOllI Lllll- 

kestcr; after O. and II. HcitvNi<;.) 

dk epitlH'lium of the upper surface of the velum; 
d-. epithelium of the under surface of the velum; r. 
circular canal at the clge of the velum; /irh upi)ei 
iierv(Di iiifJi ; h. auditory cells; hh. auditory hairs; 
up. lu'ivoiis cushion formed of a proloiip^atioii of the 
lower nerve-rill}^. Close to the nerve-riii}' is scmmi a 
cell, shewn as black, containiiiL' an otolith. 
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of thfe lower nerve-ring, and their free ends being provided with bent 
auditory hairs, which lie in contact with the convex surfaces of the 
cells containing the otoliths. 

By the conversion of such open pits into closed sacks a more 
complicated type of auditory organ, which is present in many of the 
Vesiculata, viz. iEquorea, Octorchis, Phialidium, &c., is produced. A 
closed vesicle of this type is shewn in fig. 297. Such organs form 
projections on the upper surface of the velum. They are covered by 
a layer of the epithelium (d') of the upper surface of the velum, but 
the lining of the vesicle {d'^) is derived from what was originally part 
of the epithelium of the lower surface of the velum, homologous with 
that lining the open pits in the type already described. Tiie general 
arrangement of the cells lining such vesicles is the same as that of 
the cells lining the open pits. 

A second type of auditory organ, found in the Trachymedusae, ap- 
pears in its simplest condition as a modified tentacle. It is formed 

of a basal portion, covered 
by auditory cells with 
long stiff* auditory hairs, 
supporting at its apex a 
club-shaped body, attach- 
ed to it by a delicate 
stalk. An endodermal 
axis is continued through 
the whole structure, and 
in one or more of the 
endoderm cells of the 
club-shaped body otoliths 

Fia, 298 . Auditory organ of Ruopalonkma. always present. Th*c 

(From Lankester; after O.and R. Hertwig.) tails of the auditory cells 

The organ consists of a modified tentacle (hk) are directly continued in- 
with auditory cells and concretions, partially en- 

closed in a cup. ^he upper nerve-rmg. 

In more complicated 

forms of this organ tlie tentacle becomes enclosed in a kind of cup, 
by a wall-like upgrowth of the surrounding parts (fig. 298); and in 
some forms, e.ff. Geryonia, by the closure of the cup, the whole structure 
takes the form of a completely closed vesicle, in the cavity of which 
the original tentacle forms an otolith-bearing prpjection. 

The auditory organs found in the Acraspedote Medusae approach 
in many respects to the type of organ found in the Trachyrnedusae. 
They consist of tentacular organs placed in grooves on the under 
surface of the disc. They have a swollen extremity, and are provided 
with an endodermal axis for half the length of which there is a 
diverticulum of the gastro-vascular canal system. The terminal por- 
tion of the endoderm is solid, and contains calcareous concretions. 
The ectodermal cells at the base of these organs have the form of 
auditory cells. 

Mollusca. Auditory vesicles are found in almost all Mollusca on 
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the ventral side of the body in close juxtaposition to the pedal 
ganglia. Except possibly in some Cephalopods, these vesicles are closed. 
They are provided with free otoliths, supported by the cilia of the 
walls of the sack, but in addition some of the cells of the sack are 
provided with stiff auditory hairs. 

In many forms these sacks have been observed to originate by 
an invagination of the epiblast of the foot {Paludma, Nassa, Hetero- 
poda, Limax, GliOf Cephalopoda and Lamellibranchiata). In other 
instances (some Pteropods, Lynmaeus, &c.) they appear, by a secondary 
modification in the development, to originate by a differentiation of a 
solid mass of epiblast. 

According to Fol the otocysts in Gasteropods are formed by cells 
of the wall of the auditory sacks; and the same appears to hold good 
for Cephalopoda (Grenacher)* shewing that free otoliths have in 
these instances originated from otoliths originally placed in cells. 

Crustacea. In the (h'capodous Crustacea organs, which have been 
experimentally proved to be true organs of hearing, are usually present on 
the basal joint of the anterior antennae. They may have (Hensen, No. 384) 
the form either of closed or of open sacks, lined by an invagination of 
the epidermis. They are ])rovided with chitinous auditory hairs and free 
otoliths. In the case of the open sacks the otoliths appear to be simply 
stones transported into the interior of the sacks, but in the closed sacks 
the otoliths, though fiee, are no doubt develo])ed within the sacks. 

The Schizopods, which, as mentioned in the last chapter, are remark- 
able as containing a genus (Kuphausia) with abnormally situated eyes, 
distinguish themselves again with reference to their auditory organs, 
in that another genus (Mysis) is characterized by the presence of a pair 
of auditory sacks in the inner plates of the tail. These sacks have 
curved auditory hairs supporting an otolitli at their extremity. 

The development of the auditory organs in the Crustacea has not been 
investigated. 

The Vertebrata. The Cephalochorda are without organs of hear- 
ing, and the auditory organ of the Urocborda is constructed on a special 
type of its own. The primitive auditory organs of the true Vertebrata 
have the same fundameutal characters as those of the majority of 
aquatic invertebrate forms. They consist of a vesicle, formed by the 
invagination of a patch of epiblast, and usually shut off from the 
exterior, but occasionally (Elasmobranchii) remaining open. The 
walls of this vesicle are always much complicated and otoliths of 
various forms are present in its cavity. To this vesicle accessory 
structures, derived from the walls of the hyomandibular cleft, are 
added in the majority of terrestrial Vertebrata. 

The development of the true auditory vesicle will be considered 
separately from that of the accessory structures derived from the 
hyomandibular cleft. 

^ For the somewhat complicated details as to the development of the auditory sacks 
of Cephalopods I must refer the reader to Vol. i., pp. 230, 231, and to Greuacher 
(Vol. I., No. 280 ). 



420 


ArniTOKY ORGANS OF THE VERTEBRATA. 


Ill all Vertebrata the development of the auditory vesicle com- 
mences with the formation of a thickened patch of epiblast, at the 

side of the hind-brain, on the level of 



the second visceral cleft. This patch 
soon becomes invaginated in the form 
of a pit (fig. 299 anp), to the inner side 
of which the ganglion of the auditory 
nerve {aun), which as shewn in a pre- 
vious chapter is primitively a branch of 
the seventh nerve, closely applies itself. 

In those Vertebrata (viz. Teleostei, Le- 
pidostens and Amphibia) in which the 
epiblast is early divided into a nervous 
and epidermic stratum, the auditory pit 
arises as an invagination of the nervous 
stratum only, and the mouth of the auditory 
pit is always closed (tig. 300) by the epi- 
dermic stratum of the skin. Since the 


Fi(i. Section through 

THE HEA1> OF AN ElASMORRANCH 
EMBRYO, AT THE LEVEL OF THE 
AUDITORY INVOLUTION. 

aup, auditory pit; aim. gan- 
glion of auditory nerve; iv.r. roof 
of fourth ventricle; u.c./-. anterior 
cardinal vein; aa. aorta; l.ai. 
aortic trunk of mandibular arch; 
pp. head cavity of mandibular 
arch; Ivr.. alimentary pouch which 
will form the first visceral cleft ; 
Th. rudiment of thyroid body. 


opening of the pit is retained through life 
in Ehismobranchii the closed form of pit 
in the above forms is clearly secondaiy. 

In Teleostei the auditory pit arises as 
a solid invagination of the epiblast. 

The mouth of the auditory vesicle 
gradually narrows, and in most forms 
soon becomes closed, though in Elasmo- 
branchii it remains permanently open. 
In any case the vesicle is gradually 
removed from the surface, remaining 


connected with it by an elongated duct, either opening on the dorsal 


aspect of the head (Elasrnobranchii), or ending blindly close beneath 


the skin. 


In all Vertebrata the auditory vesicle undergoes further changes 



Fig. . 300 . Section through the head of 

A LkI’IDOS'I’I'II'S !■ iMJJKYO ON THE SIXTH DAY 
A FTE R I M 1' R i i N A 1' 1 o N . 

au.v. auditory vesicle; au.ii. auditory 
nerve ; ch. notochord ; ////. liyj>oV>last. 


f a complicated kind. In the 
Jydostomata these changes 
re less complicated than in 
ther forms, though whether 
his is due to degeneration, or 
L) the retention of a primitive 
fate of the auditory organ, is 
ot known. In the Lamprey 
lie auditory vesicle is formed 
a the usual way by an iii- 
agination of the epiblast, 
which soon becomes vesicular, 
and for a considerable period 
retains a simple character. As 
pointed out by Max Schultze, 
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a ijuuiber of otoliths appears in the vesicle during larval life, and, 
although such otoliths are stated by J. Muller to be absent both in 


2r 



Fiu. SOI. Section through the uind-bkain of a Chick at tuk end of the 

TIIHU) DAY OF INCUBATION. 

IV. fourth ventricle. The section shews the very thin roof and thicker sides of 
the ventricle. Ch. notochord; CV. anterior cardinal vein; CC. involuted auditory 
vesicle {CC points to the end which will form the cochlear canal) ; RL. recessus 
labyrintlii (remains of passage connecting the vesicle with the exterior) ; hy. hypoblast 
lining the alimentary canal ; AO.^ AO. A. aorta, and aortic arch. 

the full-grown Ammoca^te and in the adult, they have since been 
found by Ketel (No. 387 ). The formation of the two semicircular 
canals has not been investigated. 

In all the higher Vertebrates the changes of the auditory sacks 
are more complicated. The ventral end of the sack is produced into 
a short process (fig. 301, CG); while at the dorsal end there is the 
canal-like prolongation of tlie lumen of the sack (RL), derived from 
the duct which primitively opened to the exterior, and which in most 
cases persists as a blind diverticulum of the auditory sack, known as the 
recessus labyrinthi or aqueductus vestibuli. The parts thus 
indicated give rise to the whole of the membranous labyrinth of the 
ear. 'Fhe main body of the vesicle becomes the utriculus and semi- 
circular canals, while the ventral process forms the sacculus hemi- 
sphericus and cochlear canal. 

The growth of these parts has been most fully studied in Mam- 
malia, where they reach their greatest complexity, and it will be 
convenient to describe their development in this group, pointing out 
how they present, during some of the stages in their growth, a form 
permanently retained in lower types. 

The auditory vesicle in Mammalia is at first nearly spherical, and 
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is imbedded in the mesoblast at the side of the hind -brain. It soon 
becomes triangular in section, with the apex of the triangle pointing in- 
wards and downwards. This apex gradually elongates to form the rudi- 
ment of the cochlear canal and sacculus hemisphericus (fig. 302, (7(7). 
At the same time the recessus labyrinthi {R.L) becomes distinctly 
marked, and the outer wall of the main body of the vesicle grows out 
into two protuberances, which form the rudiments of the vertical 
semicircular canals (F.JB). In the lower forms (fig. 305) the cochlear 
process of the vestibule hardly reaches a higher stage of development 
than that found at this stage in Mammalia. 

The parts of the auditory labyrinth thus established soon increase 
in distinctness (fig. 303); the cochlear canal {OC) becomes longer and 
curved; its inner and concave surface being lined by a thick layer of 
columnar epiblast. The recessus labyrinthi also increases in length, 
and just below the point where the bulgings to form the vertical 
semicircular canals are situated, there is formed a fresh protuberance 
for the horizontal semicircular canal. At the same time the central 



Fia. 302. Tiunsvebse section of the head of a fcetal Sheep (16 mm. in 
length) in the region of the hind-drain. (After Bdttcber.) 

IJB, the hind-brain. 

The section is somewhat oblique, hence while on the right side the connections of 
the recessus vestibuli B.L., and of the commencing vertical semicircular canal V,B,^ 
and of the ductus cochlearis CC., with the cavity of the primary otic vesicle are seen : 
on the left side, only the extreme end of the ductus cochlearis CC, and of the semi- 
circular canal V,B, are shewn. 

Lying close to the inner side of the otic vesicle is seen the cochlear ganglion GC\ 
on the left side the auditory nerve G and its connection N with the hind-brain are also 
shewn. 

Below the otic vesicle on either side lies the jugular vein. 
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parts of the walls of the flat bulgings of the vertical canals grow 
together, obliterating this part of the lumen, but leaving a canal 
round the periphery ; and, on the absorption of their central parts, 
each of the original simple bulgings of the wall of the vesicle be- 
comes converted into a true semicircular canal, opening at its two 
extremities into the auditory vesicle. The vertical canals are first 
established and then the horizontal canal. 

Shortly after the formation of the rudiment of the horizontal semi- 
circular canal a slight protuberance becomes apparent on the inner 



Fio. 303. Section or the hfad or a fostaii Sheep 20 mm, in length. 

(After Bottcher.) 

B.V, recessus labyrinthi ; V.B, vertical semicircular canal; UB. horizontal semi- 
circular canal ; C.C. cochlear canal; G. cochlear ganglion. 


commencement of the cochlear canal. A constriction arises on each 
side of the protuberance, converting it into a prominent hemisphe- 
rical projection, the sacculus hemisphericus (fig. 304, 8.R), 

The constrictions are so deep that the sacculus is only connected 
with the cochlear canal on the one hand, and with the general cavity 
of the auditory vesicle on the other, by, in each case, a narrow though 
short canal. 

The former of these canals (fig. 304, h) is known as the canalis 
reuniens. At this stage we may call the remaining cavity of the 
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original otic vesicle, into which all the above parts open, the utri- 
culas. 

Soon after the formation of the sacculus heraisphericus, the coch- 
lear canal and the semicircular canals become invested with cartilage. 
The recessus labyrinth! remains however still enclosed in undifferen- 
tiated mesoblast. 

Between the cartilage and the parts which it surrounds there 
remains a certain amount of indifferent connective tissue, which 
is more abundant around the cochlear canal than around the semi- 
circular canals. 

As soon as they have acquired a distinct connective-tissue coat, 
the semicircular canals begin to be dilated at one of their termina- 
tions to form the ampullae. At about the same time a constriction 
appears opposite the mouth of the recessus labyrinth! , which causes 
its opening to be divided into two branches — one towards the utriculus 
and the other towards the sacculus hemisphericus ; and the relations 
of the parts become so altered that communication between the sac- 
culus and utriculus can only take place through the mouth of the 
recessus labyrinthi (fig. 305). 

When the cochlear canal has come to consist of two and a half 
coils, the thickened epithelium which lines the lower surface of the 
canal forms a double ridge from which the organ of Corti is subse- 
quently developed. Above the ridge there appears a delicate cuticu- 
lar membrane, the membrane of Oorti or membrana tectoria. 

The epithelial walls of the utricle, the recessus labyrinthi, th^ 
semicircular canals, and the cochlear canal constitute together the 
highly complicated product of the original auditory vesicle. The 
whole structure forms a closed cavity, the various parts of which are 
in free communication. In the adult the fluid present in this cavity 
is known as the endolymph. 

In the mesoblast lying betw’'een these parts and the cartilage, 
which at this period envelopes them, lymphatic spaces become esta- 
blished, which are partially developed in the Sauropsida, but become 
in Mammals very important structures. 

They consist in Mammals partly of a space surrounding the 
utricle and semicircular canals, and partly of two very definite 
channels, which largely embrace between them the cochlear canal. 
The latter channels form the scala vestibuli on the upper side of 
the cochlear canal and the scala tympani on the lower. The 
scala vestibuli is in free communication with the lymphatic cavity 
surrounding the vestibule, and opens at the apex of the cochlea 
into the scala tympani. The latter ends blindly at the fenestra 
rotunda. 

The fluid contained in the two scalas, and in the remaining lym- 
phatic cavities of the auditory labyrinth, is known as perilymph. 

The cavities just spoken of are formed by an absorption of parts 
of the embryonic mucous tissue between the perichondrium and the 
walls of the membranous labyrinth. 
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The £cala vestibuli is formed before the scala tympani, and both 
scalsB begin to be developed at the basal end of the cochlea: the 
cavity of each is continually being carried forwards towards the 
apex of the cochlear canal by a progressive absorption of the meso- 
blast. At first both scalae are somewhat narrow, but they soon 
increase in size and distinctness. 



Fig. 304. Section through the internal ear of an embryonic Sheep 
28 MM. IN LENGTH. (After Bottcher.) 

D.M. dura mater; JR.F. recessus labyrinthi; H.V.B. posterior vertical semicircular 
canal; U. utriculus; H.B. horizontal semicircular canal ; b. canalis reuniens ; a. 
constriction by means of which the sacculus hemisphericus S.R. is formed; /. 
narrowed opening between sacculus hemisphericus and utriculus; C.C. cochlea; 
C.C\ lumen of cochlea; K.K. cartilaginous capsule of cochlea; K.B. basilar plate; 
Ch. notochord. 

The cochlear canal, which is often known as the scala media of the 
cochlea, becomes compressed on the formation of the scalse so as to 
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be triangular in section, with the base of the triangle outwards. 
This base is only separated from the surrounding cartilage by a 
narrow strip of firm mesoblast, which becomes the stria vascularis, etc. 
At the angle opposite the base the canal is joined to the cartilage by 
a narrow isthmus of firm material, w^hich contains nerves and vessels. 
This isthmus subsequently forms the lamina spiralis, separating 
the scala vestibuli from the scala tympani. 

The scala vestibuli lies on the upper border of tlie cocnlear canal, 
and is separated from it by a very thin la 3 ^er of mesoblast, bordered 
on the cochlear aspect by flat epiblast cells. This membrane is called 
the membrane of Reissner. The scala tympani is separated from 
the cochlear canal by a thicker sheet of mesoblast, called the basilar 
membrane, which supports the organ of Corti and the epithelium 
adjoining it. The upper extremity of the cochlear canal ends in a 
blind extremity called the cupola, to which the two scala3 do not for 
some time extend. This condition is permanent in Birds, where the 
cupola is represented by a structure known as the lagena (fig. 305, 
II. L), Subsequently the two scalse join at the extremity of the 
cochlear canal; the point of the cupola still however remains in 
contact with the bone, which has now replaced the cartilage, but at 
a still later period the scala vestibuli, growing further round, sepa- 
rates the cupola from the adjoining osseous tissue. 

The ossiheation around the internal ear is at first confined to the 
cartilage, but afterwards extends into the thick periosteum betw^een the 
cartilage and the internal ear, and thus eventually makes its way into the 
lamina spiralis, etc. 

The organ of Corti. In Mammalia there is formed from the epi- 
thelium of Sie cochlear canal a very remarkable organ known as the organ 
of Corti, the development of which is of sufficient importance to merit a 
brief description. A short account of this organ in the adult state may 
facilitate the understanding of its development. 

The cochlear canal is hounded by three walls, the outer one being the 
osseous wall of the cochlea. The membrane of Reissner bounds it towards 
the scala vestibuli, and the basilar membrane towards the scala tympani. 
This membrane stretches from the margin of the lamiiia spiralis to the 
ligamentum spirale; the latter being merely an expanded portion of the 
connective tissue lining the osseous cochlea. 

The lamina spiralis is produced into two lips, called respectively the 
labium tympaniciim and labium vestibulare; it is to the former 
and longer of these that the basilar membrane is attached. At the margin 
of the junction of the labium tympanicum with the basilar membrane the 
former is perforated for the |)assage of the nervous fibres, and this region is 
called the habenula perforata. 

The labium vestibulare, so called from its position, is shorter than the 
labium tympanicum and is raised above into numerous blunt teeth. Partly 
springing out from the labium vestibulare, and passing from near the inner 
Httachment of the membrane of Reissner towards the outer wall of the 
covhlea, is an elastic membrane, the membrana tectoria. Resting on 
tha basilar membrane is the organ of Corti. 
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Considering for the moment that a transverse section of the cochlear 
canal only one cell deep is being dealt with, the organ of Corti will be 
found to consist of a central part composed of two peculiarly shaped rods 




Fio. 805. Diagrams of the Membranous labyrinth. (From Gegenbaur.) 

I. Fish. II. Bird. III. Mammal. 

V, utriciilus ; 8, sacculiis ; VS, utriciilus and sacculus ; Cr canalis reuniens ; 
B, recessus labyrinthi; IJG, commencement of cochlea; C, cochlear canal; L, lagena; 
K, cupola at apex of cochlear canal ; K. ctecal sack of the vestibulum of the cochlear 
canal. 

widely separated below, but in contact above. These are the rods or 
fibres of Corti. On their outer side, i,e, on the side towards the 
osseous wall of the canal, is a reticulate membrane which ]msses from the 
inner rod of Corti towards the osseous wall of the canal. With their 
upper extremities fixed in that membrane, and their lower resting on the 
basilar membrane are three (four in man) cells with auditory hairs known 
as the outer ‘hair cells,* which alternate with three other cells known 
as Deiters* cells. Between these and the outer attachment of the basilar 
membrane is a series of cells gradually diminishing in height in passing 
outwards. On the inner side of the rods of Corti is one hair cell, aiid 
then a number of peculiarly modified cells which fill up the space between 
the two lips of the lamina spiralis. 

It will not be necessary to say much in reference to the development 
of the labium tympanicura and the labium vestibulare. 

The labium vestibulare is formed by a growth of the connective tissue 
which fuses with and passes up between the epithelial cells. The epithelial 
cells which line its upper (vestibular) border become modified, and remain 
as its teeth. 

The labium tympanicum is formed by the coalescence of the connective 
tissue layer separating the scala tympaiii from the cochlear canal with part 
of the connective tissue of the lamina spiralis. At first these two layers 
are sepamte, and the nerve fibres to the organ of Corti pass between 
them. Subsequently liowever they coalesce, and the region where they are 
penetnited by the nervous fibi*es becomes the habenula perforata. 

B. E. II. 


28 
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The organ of Corti itself is derived from the epiblast cells lining the 
cochlear canal, and consists in the first instance of two epithelial ridges 
or projections. The larger of them forms the cells on the inner side of the 
organ of Corti, and the smaller the rods of Corti together with the inner 
and outer hair cells and Deiters* cells. 

At first both these ridges are composed of simple elongated epithelial 
cells one row deep. The smaller ridge is the first to shew any change. 
The cells adjoining the larger ridge acquire auditory hairs at their free 
extremities, and form the row of inner hair cells ; the next row of cells 
acquires a broad attachment to the basilar membrane, and gives origin 
to the inner and outer rods of Corti. 

Outside the latter come several rows of cells adhering together so as 
to form a compact mass which is quadrilateral in section. This mass is 
composed of three upper cells with nuclei at the same level, which form 
the outer hair cells, each of them ending above in auditory hairs, and 
three lower cells which form the cells of Oeiters. Beyond this the cells 
gradually pass into ordinary cubical epithelial cells. 

As just mentioned, the cells of the second row, resting with their broad 
bases on the basilar membrane, give rise to the rods of Coi*ti. The breadth 
of the bases of these cells rapidly increases, and important changes take 
place in the structure of the cells themselves. 

The nucleus of each cell divides ; so that there come to be two nuclei 
or sometimes three which lie close together near the base of the cell. 
Outside the nuclei on each side a fibrous cuticular band appears. The 
two bauds pass from the base of the cell to its apex, and there meet 
though widely separated below. The remaining contents of the cell, 
between the two fibrous bands, become granular, and are soon to a 
great extent absorbed ; leaving at first a round, and then a triangular 
space between the two fibres. The two nuclei, surrounded by a small 
amount of granular matter, come to lie, each at one of the angles between 
the fibrous bands and the basilar membmne. 

The two fibrous bands become, by changes which need not be described 
in detail, converted into the rods of Corti — each of their upper ends 
growing outwards into the processes which the adult rods possess. 

Each pair of rods of Corti is thus (Bbttcher) to be considered as the 
product of one cell ; and the nuclei imbedded in the granular mass between 
them are merely the remains of the two' nuclei formed by the division of 
the original nucleus of that cell \ The larger ridge is for the most part not 
permanent, and from being the most conspicuous part of tlie organ of 
Corti comes to be far less important than the smaller ridge. Its cells 
undergo a partial degeneration ; so that the epitheliuin in the hollow be- 
tween the two lips of the lamina spimlis, which is derived from the larger 
ridge, comes to be composed of a single row of short and broad cells. In 
the immediate neighbourhood however of the inner hair cell, one or two of 
the cells derived from the larger ridge are very much elongated. 

The membrana reticularis is a cuticular structure derived from the 
parts to which it is attached. 

^ It is not clear from Bottcher’s description how it comes about that the inner rods 
of Corti are more numerous than the outer. 
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Accessory structures connected with the organ of hearing in 
Terrestrial Vertebrata, 

In all the Amphibia, Sauropsida and Mammalia, except the 
Urodela and a few Anura and Reptilia, the first visceral or hyo- 
mandibular cleft enters into intimate relations ~witir tHe organs of 
hearingjind from it and the adjoining parts are. formed the tympanic 
CavityTtEe Eustachian tube, the ^mpanic mcmj^ane and the meatus 
audiCorms exiferjius, ^^The tympanic membrane serves to receive from 
the aTr the sound vibrations, which are communicated to fluids con- 
tained in the true auditory labyrinth by one ossicle or by a chain of 
auditory ossicles. 

The addition to the organ of hearing of a tympanic membrane to 
receive aerial sound vibrations is an interesting case of the adaptation 
of a structure, originally required for hearing in water, to serve for 
hearing in air ; and as already pointed out, the similarity of this mem- 
brane to the tympanic membrane of some Insects is also striking. 

There is much that is obscure with reference to the actual de- 
velopment of the above parts of the ear, which has moreover only 
been carefully studied in Birds and Mammals. 

The Eustachian tube and tympanic cavity seem to be derived 
from the inner part of the first visceral or hyomandibular cleft, the 
external opening of which becomes soon obliterated. Kolliker holds 
that the tympanic cavity is simply a dorsally and posteriorly directed 
outgrowth of the median part of the inner section of this cleft; 
while Moldenhauer (No. 392) holds, if I understand him rightly, 
that it is formed as an outgrowth of a cavity called by him the sulcus 
tubo-tympanicus, derived from the inner aperture of the first visceral 
cleft together with the groove of the pharynx into which it opens ; 
and Moldenhauer is of opinion that the greater part of the original 
cleft atrophies. 

The meatus auditorius externus is formed at the region of a 
shallow depression where the closure of. theJSirst visceral cleft takes 
place. It is in part formed by the tissue surrounding this depression 
growing up in the form of a wall, and Moldenhauer believes that this 
is the whole process. Kolliker states however that the blind end 
of the meatus becomes actually pushed in towards the tympanic 
cavity. 

'The tympanic membrane is derived from the tissue which sepa- 
rates the meatus auditorius externus from the tympanic cavity. 
This^ tissue "fe^obviously constituted of an hypoblastic epithelium on 
its inner aspect, an epiblastic epithelium on its outer aspect, and a 
layer of mesoblast between them, and these three layers give rise to 
the three layers of which this membrane is formed in the adult. 
During the greater part of foetal life it is relatively very thick, and 
presents a structure bearing but little resemblance to that in the 
adult, 

A proliferation of the connective tissue-cells in the vicinity of 

28—2 
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the tympanic cavity causes in Mammalia the complete or nearly 
complete obliteration of the cavity during foetal life. 

^hfi liympanic cavity is bounded on its inner as pect by th e osseous 
investtlient of the internal ear, but at one pomt, known sis theletrestra 
ovalis, the bone is deficient in the Amphibia, Satiropsida and Mam- 
malia, and its place is taken by a membrane; while in Mammalia 
and Sauropsida a second opening, the fenestra rotunda, is also present. 

These two fenestrse appear early, but whether they are formed by 
an absorption of the cartilage, or by the nonchondrification of a small 
area, is not certainly known. The upper of the two, or fenestra 
ovalis, contains the base of a bone, known in the Sauropsida and 
Amphibia as the columella. The main part of the columella is 
formed of a stalk which is held by Parker to be derived from part of 
the skeleton of the visceral arches, but its nature is discussed in 
connection with the skeleton, while the base, forming the stapes, 
appears to be derived from the wall of the periotic cartilage. 

In all Amphibia and Sauropsida with a tympanic cavity, the 
stalk of the columella extends to the tympanic membrane ; its outer 
end becoming imbedded in this membrane, and serving to transmit 
the vibrations of the membrane to the fluid in the internal ear. ^ 
Mammalia there is a stapes not directly attached to the tympanic 
membrane 'by a stalk, and two additional auditory ossicles, derived 
from parts of the skeleton of the visceral arches, are placed between 
Che stapes arid the tympanic membrane. These ossicles are known 
as the malleus and incus|\and the chain of the three ossicles replaces 
physiologically the single ossicle of the lower forms. 

These ossicles are at first imbedded in the connective tissue in 
the neighbourhood of the tympanic cavity, but on the full development 
of this cavity, become apparently placed within it; though really 
enveloped in tlie mucous membrane lining it. 

The fenestra ovalis is in immediate contiguity with the walls of 
the utricle, while the fenestra rotunda adjoins the scala tyn^ani. 

Hunt (No. 391) holds, from Iris investigations on the embryology of 
the pig,* that “the Eustachian tube is an involution of the pharyngeal 
mucous membrane;’’ and that “the meatus is an involution of the integu- 
ment” while “ the drum is formed by the Eustachian tube overlapping the 
extremity of the meatus.” Urbant.'^cliitsch also holds that the first visceral 
cleft has nothing to do with the foimiation of the tympanic cavity and 
Eustachian tube, and that these parts are derived from lateral outgrowths 
of the oral cavity. 

The evolution of the accessory parts of the ear would be very difficult 
to explain on Darwinian princijries if the views of Hunt and Urban tschitsch 
were correct; and the accepted doctrine, originally proposed by Huschke 
(No. 389), according to which these structures have originated by a ‘change 
of function ’ of the parts of the first visceral cleft, may fairly be held till 
more conclusive evidence has been brought against it than has yet been 
done. 

Tunioata. The auditory organ of the Tuiricata (fig. 30G) is 
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placed on the under surface of the anterior vesicle of the brain. It 



Fig. 306. Larva of Asctdia mentula. (From Gegenbaiir ; after Kupfifer.) 

Only the anterior part of the tail is represented. 

N\ anterior swelling of neural tube; N. anterior swelling of spinal portion of 
neural tube; n. hinder part of neural tube; ch. notochord; K. branchial region of 
alimentary tract; d. oesophageal and gastric region of alimentary tract; 0. eye; 
a. otolith ; o. mouth ; 8. papilla for attachment. 


consists of two parts (1) a prominence of the cells of the floor of the 
brain forming a crista acustica, and (2) an otolith projecting into 
the cavity of the brain, and attached to the crista by delicate hairs. 

The crista acustica is formed of very delicate cylindrical cells, and 
in its most projecting part is placed a vesicle with clear contents. 
The otolith is an oval body with its dorsal half pigmented, and its 
ventral half clear and highly refractive. It is balanced on the highest 
point of the crista. 

The crista acustica would seem to be developed from the cells of 
the lower part of the front vesicle of the brain. The otolith how^ever is 
developed from a single cell on the dorsal and right side of the brain. 
This cell commences to project into the cavity of the brain and its 
free end becomes pigmented. It gradually grows inwards till it 
forms a spherical prominence in the cavity of the brain, to the wall of 
which it is attached by a stalk. At the same time it travels round 
the right side of the vesicle of the brain (in a way not fully ex- 
plained) till it reaches the summit of the crista, which has become in 
the meantime established. 

The auditory organ of the simple Ascidians can hardly be brought 
into relation with that of the other Chordata, and has most probably 
been evolved within the Tunicate phylum. 
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Olfactory organ. 

Amongst the luvertebrata numerous sense organs have been 
described under the title of olfactory organs. In at^uatic animals they 
often have the form of ciliated pits or grooves, while in the Insects and 
Crustacea delicate hairs and other structures present on the antemiai 
are usually believed to be organs of smell. Our knowledge of all these 
organs is however so vague that it would not be profitable to deal 
with them more fully in this place. Amongst the Chordata there are 
usually well developed olfactory organs. 

Amongst the Urochorda (Tunicata) it is still uncertain what 
organs (if any) deserve this appellation. The organ on the dorsal 
side of the opening of the respiratory pharynx ma}'^ very possibly 
have an olfactory function, but it is certainly not homologous with 
the olfactory pits of the true Vertebrata, and as mentioned above 
(pp. 359 and 3G0), may perhaps be homologous with the pituitary 
body. 

In the Ceplialochorda (Amphioxus) there is a shallow ciliated pit, 
discovered by Kolliker, which is situated on the left side of the head, 
and is closely connected with a special process of the front end of the 
brain. It is most probably the homologue of the olfactory pits of 
the true Vertebrata. 

In the true Vertebrata the olfactory organ has usually the form of 
a pair of pits, though in the Cyclostomata the organ is unpaired. 

In all the Vertebrata with two olfactory pits these organs are 
formed from a pair of thickened patches of the epiblast, on the under 
side of the fore-brain, immediately in front of the mouth (fig. 307, ol). 
Each thickened patch of epiblast soon becomes involuted as a pit 
(fig. 308, JY), the lining cells of which become the olfactory or Schnei- 
derian epithelium. The surface of this epithelium is usually much 
increased by various foldings, which in the Elasmobranchii arise very 
early, and are bilaterally symmetrical, diverging on each side like 
the barbs of a feather from the median line. They subsequently 
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become very pronounced (fig. 309), serving greatly to increase the 
surface of the olfactory epi- 


thelium. At a very early 
stage the olfactory nerve 
attaches itself to the ol- 
factory epithelium. 

In Petromyzon the ol- 
factory organ arises as an 
impaired thickening of the 
epiblast, which in the just 
hatched larva forms a shallow 
pit, on the ventral side of 
the head, immediately in 
front of the mouth. This 
pit rapidly deepens, and soon 
extends itself backwards 
nearly as far as the infun- 
dibulum (fig. 310, ol). By 
the development of the upper 
lip the opening of the olfac- 
tory pit is gradually carried 
to the dorsal surface of the 
head, and becomes at the 



same time narrowed and 


ciliated (fig. 47, ol). The 
whole organ forms an elon- 
gated sack, and in later 
stages becomes nearly divi- 
ded by a median fold into 
two halves. 

It is probable that the 
unpaired ccmdition of the 
olfactory organ in the Lam- 
prey has arisen from the 
fusion of two pits into one ; 
there is however no evidence 
of this in the early develop- 
ment; but the division of 
the sack into two halves by 
a median fold may be regarded 


Fio. 307. Views or the head of Elasmo- 

BRANCH EMBRYOS AT TWO STAGES AS TRANSPARENT 
OBJECTS. 

A. Pristiurus embryo of the same stage as fig. 
28 F. 

B. Somewhat older Bcyllium embryo. 

Ill, third nerve; V, fifth nerve; YIl. seventh 
nerve; au.n. auditory nerve; gl. glossopharyngeal 
nerve ; Vg. vagus nerve ; /6. fore-brain ; pa. pineal 
gland; mid-brain; hb. hind-brain; iv.v, fourth 
ventricle; ch, cerebellum; ol. olfactory pit; op. 
eye; au.V. auditory vesicle; m. mesoblast at base 
of brain; c/?. notochord; /if. heart; Vc. visceral 
clefts; eg. external gills; pp. sections of body- 
cavity in the head. 

as an indication of such a paired character 


in the later stages. 

In Myxine the olfactory organ communicates with the mouth through 
the palate, but the meaning of this communication, which does not appear 
to be of the same nature as the communication between the olfactory pits 


and the mouth by the posterior nares in the higher types, is not known. 


The opening of the olfactory pit does not retain its embryonic 
characters. In Elasmobranchii and Chimaera it becomes enclosed by 
a wall of integument, often deficient on the side of the mouth, so that 
there is formed a groove leading from the nasal pit towards the angle of 
the mouth. This groove is usually constricted in the middle, and the 
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original single opening of tlu^ nasal sack thus becomes nearly divided 
into two. In Teleostei and Ganoids the 


division of the nasal opening into two 
parts V)ecomes coin])lete, but the ventral 
o|)ening is giaierally carried off souk* dis- 
tance ti’oni the mouth, and pL-nx'd, l)y 
the grow ill of tin? snout, on the up[)(T 
sniTace of the lu'ad (tigs. 51 and dcS). 
In ail tliese instances it is prol)able tliat 
the dorsal o])ening of the nasal sack is 
homologous with the external naies, and 
the vential opening with the ]H)st(‘rior 
nares of higiier types. Thus the poste- 
rior nares would in fact seem to be re- 
presented in all Fisties by a ventral part 
of the opening of the oiiginal nasal pit 
which either adjoins the border of the 
mouth (many Elasmobi anchii) or is quite 
separate from the mouth (Teleostei and 
Gaiioidei). In the Dipnoi, Amphibia and 
all the higher types the oral region be- 
comes extoiided so as to enclose the pos- 
terior nares, and then each nasal pit ac- 
quires two openings ; viz. one outside the 
mouth, the external nares, and one within 
the mouth, the internal or posterior nares. 



Fm. 308, SiJ>K VIEW of the 

HEAD OF AN EMBRYO ClIICK OF THE 
TIIIRJ) DAY AS AN OPAQUE OBJECT. 

(Chromic acid preparation.) 

CAI. cerebral hemispheres ; 
F.B. vesicle of third ventricle; 
MB. mid-brain ; Cb. cerebellum ; 
HB. medulla oblongata; N. na- 
sal pit ; ot. auditory vesicle in the 
stage of a pit with the opening not 
yet closed up ; op. optic vesicle, 
with 1. lens and ch.f. choroidal 
fissure. 

1 F. The first visceral fold; 
above it is seen the superior max- 
illary process. 

2, 3, 4 F. Second, third and 
fourth visceral folds, with the 
visceral clefts between them. 


In the Dipnoi the two nasal openings are 

very similar to those in Ganoidei and Teleostei, but both are placed on 


the under surface of the 


head, the inner one being 
within the mouth, and the 
external one is so close 
to the outer border of 
the upper lip that it also 
has been considered by 
some anatomists to lie 
within the mouth. 

In all the higher 
types the nasal pits have 
originally only a single 
opiUiiTig, and the onto- 
genetic process by which 
the posterior nasal open- 
ing is formed has been 
studied in the Amniota 



Fiu. 309. Section tuiiough the brain and ol- 
factory ORGAN OF AN EMBRYO OF SCYLLIUM. (Modi- 
fied from figures by Marshall and myself.) 


and Amphibia. Amongst 
the Amniota we may 
take the Chick as repi'e- 


c.h. cerebral h('mi sphere' s ; oJ.v. olfactory vesicle ; 
off. olfactory pit; Scb. Sclmeiderian folds; I. olfac- 
tory nerve. The reference line has been accidentally 
taken through the nerve to the brain. 
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senting tlie process in a very simple form. The general history of 
the process was first made out by Kolliker. 



Fia. 310. Diagbammatic vertical section through the head of a larva of 

Petromyzon. 

The larva had been hatched three days, and was 4*8 mm. in length. The optic and 
auditory vesicles are supposed to be seen through the tissues. 

c.h. cerebral hemisphere ; th. optic thalamus ; m. infundibulum ; 7;?i. pineal gland; 
mh. mid-brain ; ch. cerebellum ; mil. medulla oblongata ; au.v. auditory vesicle ; op. 
optic vesicle ; ol. olfactory pit ; m. mouth ; hr.c. branchial pouches ; th. thyroid in- 
volution ; v.ao. ventral aorta ; lit. ventricle of heart ; ch. notochord. 

The opening of the nasal pit becomes surrounded by a ridge except 
on its oral side. The deficiency of this ridge on the side of the mouth 
gives rise to a kind of shallow groove leading from the nasal pit to 
the mouth. The ridge enveloping the opening of tlie nasal pit next 
becomes prolonged along the sides of this groove, especially on its 
inner one ; and at the same time the superior maxillary process grows 
forwards so as to bound tlie. lower part of its outer side. The inner 
and outer ridges, togetlier with the superior maxillary process, enclose 
a deep groove, connecting the original opening of the nasal pit with 
the mouth. The process just described is illustrated by fig. 311 A, 
and it may be seen that the ridge on the inner side of the groove 
forms the edge of the fronto-nasal process [k). 

On the sixth day (Born, 394 ) the sides of this groove unite together 
in the middle, and convert it into a canal open at both ends — the 
ventral openings of the canals of the two sides being placed just within 
the border of the mouth, and forming the posterior nares; while the 
external openings form the anterior nares. The upper part of the 
canal, together with the original nasal pit, is alone lined by olfactory 
epitlieliiim; the remaining epithelium of the nasal cavity being indif- 
ferent e])iblastic epithelium. Further changes subsequently take 
])lace in connection with the posterior nares, but these are described 
in the section dealing with the mouth. 

In Mammalia the general formation of the anterior and posterior 
nares is the same as in Birds; but, as shewn by Dursy and Kolliker, 
an outgrowth from the inner side of the canal between the two open- 
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ings arises at an early period ; and becoming separate from the pos- 
terior nares and provided with a special opening into the mouth, 
forms the organ of Jacobson. The general relations of this organ 
when fully formed are shewn in fig. 312. 

In Lacertilia the formation of the posterior nares differs in some 
pai*ticulars from that in Birds (Born). A groove is formed leading 
from the primitive nasal pit to the mouth, bordered on its inner side by 
the swollen edge of the fronto-nasal process, and on its outer by an outer- 
nasal process; while the superior maxillary process does not assist in 



Fig. 311 . Head of a Chick from below on the sixth and seventh da\s 
OF INCUBATION. (Froui Huxloy.) 

I*, cerebral vesicles ; a, eye, in which the remains of the choroid slit can still be 
seen in A ; gr. nasal pits ; k, fronto-nasal process ; L superior maxillary process ; 
1. inferior maxillary process or first visceral arch ; 2. second visceral arch ; x. first 
visceral cleft. 

In A the cavity of the mouth is seen enclosed by the fronto-nasal process, the 
superior maxillary processes and the first pair of visceral arches. At the back of it is 
seen the opening leading into the throat. The nasal grooves leading from the nasal 
pits to the mouth are already closed over. 

In B the external opening of the mouth has become much constricted, but it is 
still enclosed by the fronto-nasal process and superior maxillary processes above, and 
by the inferior maxillary processes (first pair of visceral arches) below. 

The superior maxillary processes have united with the fronto nasal process, along 
nearly the whole length of the latter. 


bounding it. On the inner side of the narrowest part of this groove 
there is formed a large lateral diverticulum, which is lined by a con- 
tinuation of the Schneiderian epithelium, and forms the rudiment of 
Jacobson^s organ. The nasal groove continues ,to grow in length, but 
soon becomes converted into a canal by the junction of the outer-nasal 
process with the fronto-nasal process. This canal is open at both ends ; 
at its dorsal end is placed the original opening of the nasal pit, and its 
ventml opening is situated within the cavity of the mouth. The latter 
forms the primitive posterior nares. The superior maxillary process soon 
grows inwards on the under side of the posterior part of the nasal passage, 
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and assists in forming its under wall Tiiis ingrowth of the superior 
maxillaiy process is the rudiment of the hard palate. 

On the conversion of the nasal groove into a closed passage, the 
opening of Jacobson^s organ into the groove 


becomes concealed; and at a later period 
Jacobson’s organ becomes completely shut 
off from the nasal cavity, and opens into the 
mouth at the front end of an elongated 
groove leading back to the jwsterior nares. 

In Amphibia the posterior nares are 
formed in a manner very different from that 
of the Amniota. At an early stage a shallow 
groove is formed leading from the nasal pit 
to the mouth; but this groove instead of 
forming the posterior nares soon vanishes, 
and by the growth of the front of the head 
the nasal pits are carried farther away from 
the mouth. 



The actual posterior nares are formed 
by a perforation in the palate, opening into 
the blind end of the original nasjil pit. 

Considering that the various stages in the 
formation of the posterior nares of the Am- 
niota are so many repetitions of the adult 
states of lower forms, it may probably be 


Fig. 312. Section through 

THE NASAL CAVITY AND JaCOBSON’s 
ORGAN. (From Gegenbaur.) 

811 . septum nasi; cn. nasal 
cavity ; J. Jacobson’s organ ; d. 
edge of upper jaw. 


assumed that the mode of formation of the posteiior nares in Amphibia is 


secondary, as comjiared witli that in the Amniota. 


A diverticulum of the front pjirt of the nasal cavity of the Anura is 


probably to be regarded as a rudimentary form of Jacobson’s organ. 


Bibliography. 

(394) G. Born. “Die Nasenhohlen u. d. Thranennasengang d. amnioten Wirbel- 
thiere.” Parts i. and ii. Morphologisclies Jahrhiich^ Bd. v., 1879. 

(395) -A.. Kolliker. “ Ueber die Jacobson’schen Organe des Meiischen.” Fest- 
schrift /, Rieneckery 1877. 

(396) A. M. Marshall. “Morphology of the Vertebrate Olfactory Organ.” 
Quart. Journ. of 3Iicr. Scienccy Vol. xix., 1879. 


Sense organs of the lateral line. 

Although I do not propose dealing with the general development of 
various sense organs of the skin, there is one set of organs, viz. that of the 
lateral line, which, both from its wide extension amongst the Tchthyopsida 
and from the similarity of some of its parts to certain organs found 
amongst the Chtetopoda^, has a great morphological importance. 

^ The organs which resemble those of the lateral line are the remarkable sense 
organs found by Eisig in the Capitellidro (Mittheil, a. d. Zool. Station zu Neapely Vol. i.); 
but I am not inclined to think that there is a true homology between these organs and 
the lateral line of Verfebrata. It seems, to me probable that the segmentally arranged 
optic organs of Folyophthalmus are a special modification of the more indifferent 
sense organs of the Capitellidas. The close affinity of these two types of Chsatopods is 
favourable to this view. 
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The organs of the lateral line consist as a rule of canals, partly situated 
in the head, and partly in the trunk. These canals open at intervals on 
the surface, and their walls contain a series of nerve-endings. The 
branches of the canal in the head are innervated for the most part by 
the fifth pair, and those of the trunk by the nervus lateralis of the vagus 
nerve. There is typically but a single canal in the trunk, the openings 
and nerve-endings of which are segmentally arranged. 

Two types of develoj)ment of these organs have been found. One of 
these is characteristic of Teleostei ; the other of Elasmobranchii. 

In just hatched Teleostei, Schulze (No. 402) found that instead of the 
normal canals there was present a series of sense bulbs, projecting freely 
on the surface and partly composed of cells with stiff hairs. In most 
cases each bulb is enclosed in a delicate tube optm at its free extremity ; 
while the bulbs correspond in number with the myotomes. In some 
Teleostei (Gobius, Esox, etc.) such sense organs persist through life ; in 
most forms however each organ becomes covered by a pair of lobes of the 
adjacent tissue, one formed above and the other below it. The two lobes 
of each pair then unite and form a tube open at both ends. The linear 
series of tubes so formed is the commencement of the adult canal ; while 
the primitive sense bulbs form the sensory organs of the tubes. The 
adjacent tubes partially unite into a continuous canal, but at their points 
of apposition pores are left, which place the canal in communication with 
the exterior. 

Besides these parts, I have found that there is present in the just hatched 
Salmon a linear streak of modified epidermis on the level of the lateral 
nerve, and from the analogy of the process described below for Elasmo- 
branchii it appears to me probable that these streaks play some part in the 
formation of the canal of the lateral line. 

In Elasmobranchii (Scyllium) the lateral line is formed as a linear 
thickening of the mucous layer of the epidermis. This thickening is at 
first veiy short, but gradually grows backwards, its hinder end forming a 
kind of enlarged growing point. The lateral nerve is formed shortly after 
the lateral line, and by the time that the lateral line has reached the level 
of the anus the lateral nerve has grown back for about two-thirds of that 
distance. The lateral nerve would seem to be formed as a branch of the 
vagus, but is at first half enclosed in the modified cells of the lateral line 
(fig. 275, niy^ though it soon assumes a deeper position. 

A permanent stage, more or less corresponding to the stage just described 
in Elasmobranchii, is retained in Chimaera, and Echinorhinus spinosus, where 
the lateral line has the form of an open groove (Solger, No. 404). 

The epidermic thickening, which forms the lateral line, is converted 
into a canal, not as in Teleostei by the folding over of the sides, but by 
the formation of a cavity between the mucous and epidermic layers of the 
epiblast, and the subsequent enclosure of this cavity by the modified cells 
of the mucous layer of the epiblast which constitute the lateral line. 
Tlie cavity fii-st appears at the hind end of the organ, and thence extends 
forwards. 

^ G5tte and Semper both hold that the lateral nerve, instead of growing in a centri- 
fugal manner like other nerves, is directly deiived from the epiblast of the lateral line. 
For the reasons which prevent me accepting this view I must refer the reader to my 
Monograph on Elasmobranch Fishes, pp, 141 — 146. 
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After its conversion into a canal the lateral line gradually recedes from 
the surface ; remaining however connected with the epidermis at a series 
of points con*esponding with the segments, and at these points perforations 
are eventually formed to constitute the segmental apertures of tlie system. 

The manner in which the lumen of the canal is formed in Elasmo- 
branchs bears tlie same relation to the ordinary process of conversion 
of a groove into a canal that tlie formation of the auditory involution 
in Amphibia does to the same process in Birds. In both Elasmobranchii 
and Amphibia the mucous layer of the epiblast behaves exactly as does 
the whole ejiiblast in the other types, but is shut off from the surface by 
the passive epidermic layer of the epiblast. 

The mucous canals of the head and the ampul Ise are formed from the 
mucous layer of the epidermis iu a manner very similar to the lateral line ; 
but the nerves to them arise as simple branches of the fifth and seventh 
nerves, which unite with them at a series of points, but do not follow 
their course like the lateral nerve. 

It is clear that the canal of the lateral line is secondary, ns comjiared 
with the open groove of Chimaera or the segmentally arranged sense bulbs 
of young Teleosteij and it is also clear that the phylogenetic mode of 
formation of the canal consisted in the closure of a primitively open groove. 
The abbreviation of this process in Elasmobranchii was probably acquired 
after the appearance of food -yolk in the egg, and the consequent dis- 
appearance of a free larval stage. 

While the above points aie fairly obvious it does not seem easy to 
decide d •priori whether a continuous sense groove or isolated sense bulbs 
were the primitive structures from which the canals of the lateral line 
took their origin. It is equally easy to picture the evolution of the canal of 
the lateral line either from (1) a continuous unsegmented sense line, certain 
points of which became segmentally differentiated into special sense bulbs, 
while the whole subsequently formed a groove and then a canal ; or from 
(2) a series of isolated sense bulbs, for each of which a protective groove 
was developed ; and from the linear fusion of which a continuous canal 
became formed. 

From the presence however of a linear streak of modified epidermis 
in larval Teleostei, as well as in Elasmobranchii, it appears to me more 
probable that a linear sense streak was the primitive structure from which 
all the modifications of the lateral line took their origin, and that the 
segmentally arranged sense bulbs of Teleostei are secondary differentiations 
of this primitive structure. 

The, at first sight remarkable, distribution of the vagus nerve to the 
lateral line is probably to be oxjdained iu connection with the evolution 
of this organ. As is indicated both by its innervation from the vagus, 
as also from the region where it first becomes developed, the lateral line 
was probably originally restricted to the anterior part of the body. As it 
became prolonged backwards it naturally carried with it the vagus nerve, 
and thus a sensory branch of this nerve has come to innervate a region 
which is far beyond the limits of its original distribution. 
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CHAPTER XVIII. 


THE NOTOCHORD, THE VERTEBRAL COLUMN, THE 
RIBS AND THE STERNUM. 

Introduction. 

Amongst the products of that part of the mesoblast which con- 
stitutes the connective tissue of the body special prominence must 
be given to the skeleton of the Vertebrata, from its importance in 
relation to numerous phylogenetic and morphological problems. 

The development of the skeleton is however so large a subject 
that it cannot be satisfactorily dealt with except in a special treatise 
devoted to it ; and the following description must be regarded as a 
mere sketch, from which detail has been as far as possible excluded. 

In the lowest Chordata the sole structure present, which deserves 
to be called a skeleton, is the notochord. Although the notochord 
often persists as an important organ in the true Vertebrata, yet there 
are always added to it various skeletal structures developed in the 
mesoblast. Before entering into a systematic description of these, it 
will be convenient to say a few words as to the general characters of 
the skeleton. 

Two elements, distinct both in their genesis and structure, are 
to be recognized in the skeleton. The one, forming the true 
primitive internal skeleton or endoskeleton, is imbedded within the 
muscles and is originally formed in cartilage. In many instances it 
retains a cartilaginous consistency through life, but in the majority 
of cases it becomes gradually ossified, and converted into true bone. 
Bones so formed are known as cartilage bones. 

The other element is originally formed by the fusion of -the 
ossified bases of the dermal placoid scales alreacly described in Chap- 
ter XIV., or by the fusion of the ossified bases of teeth situated in the 
mucous membrane of the mouth. In both instances the plates of bone 
so formed may lose the teeth or spines with which they were in the 
first instance covered, either by absorption in the individual, or phy- 
logenetically by their gradually ceasing to be developed. The plates 
of bone, which originated by the above process, become in higher 
types directly developed in the connective tissue beneath the skin; 
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and gradually acquire a deeper situation, and are finally so intimately 
interlocked with parts of the true internal skeleton, that the two 
sets of elements can only be distinguished by the fact of the one set 
ossifying in cartilage and the other in membrane. 

It seems probable that in the Reptilia, and possibly the extinct 
Amphibia, dermal bones have originated in the skin without the 
intervention of superjacent spinous structures. 

In cases where a membrane bone, as the dermal ossifications 
are usually called, overlies a part of the cartilage, it may set up 
ossification in the latter, and the cartilage bone and membrane bone 
may become so intimately fused as to be quite inseparable. It seems 
probable that in cases of this kind the compound bone may in 
the course of further evolution entirely lose either its cartilaginous 
element or its membranous element ; so that cases occasionally occur 
where the development of a bone ceases to be an absolutely safe 
guide to its evolution. 

As to the processes which take place in the ossification of cartilage 
there is still much to be made out. Two processes are often distin- 
guished, viz. (1 ) a process known as ectostosis, in which the ossification 
takes place in the perichondrium, and either simply surrounds or 
gradually replaces the cartilage, and (2) a process known as endostosis, 
where the ossification actually takes place between the cartilage cells. 
It seems probable however (Gegenbaur, Vrolik) that there is no sharp 
line to be drawn between these two processes ; but that the ossification 
almost always starts from the perichondrium. In the higher types, 
as a rule, the vessels of the perichondrium extend into the cartilage, 
and the ossification takes place around these vessels within the carti- 
lage; but in the lower types (Pisces, Amphibia) ossification is often 
entirely confined to the perichondrium; and the cartilage is simply 
absorbed. 

The regions where ossification first sets in are known as centres of 
ossification ; and from these centres the ossification spreads outwards. 
There may be one or more centres for a bone. 

The actual causes which in the first instance gave rise to particular 
centres of ossification, or to the ossification of particular parts of the 
cartilage, are but little understood ; nor have we as yet any satisfactory 
criterion for determining the value to be attached to the number and 
position of centres of ossification. In some instances such centres 
appear to have an important morphological significance, and in other 
instances they would seem to be determined by the size of the carti- 
lage about to be o.ssified. 

There is no doubt that the membrane bones and cartilage bones can 
as a rule be easily distinguished by their mode of development ; but it is 
by no means certain that this is always the case. It is iiecessaidly very 
difficult to establish the homology between bones, which develop in one 
type from membrane and in another type from cartilage; but there are 
without doubt certain instances in which the homology between two bones 
would be unhesitatingly admitted were it not for the difference in their 
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development. The most difficult cases of this kind are connected with the 
shoulder-girdle. 

The possible sources of confusion in the development of bones are 
obviously two. (1) A cartilage bone by origin may directly ossify in 
membrane, without the previous development of cartilage, and (2) a 
membrane bone may in the first instance be formed in cartilage. 

The occurrence of the first of these is much more easy to admit than 
that of the second ; and there can be little doubt that it sometimes takes 
place. In a large number of cases it would moreover cause no serious 
difficulty to the morphologist. 
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Notochord and Vertebral column. 

The primitive axial skeleton of the Chordata consists of the noto- 
chord and its sheath. It persists as such in the adult in Amphi- 
oxus, and constitutes, in embryos of all Vertebrata, for a considerable 
period of their early embryonic life, the sole representative of the 
axial skeleton. 

The Notochord. The early formation of the notochord has 
already been described in detail (pp. 243 — 249). It is developed, in 
most if not all cases, as an axial differentiation of the hypoblast, and 
forms at first a solid cord of cells, without a sheath, placed between 
the nervous system and the dorsal wall of the alimentary tract, and 
extending from the base of the front of the mid -brain to the end 
of the tail. The section in the region of the brain will be dealt with 
by itself. That in the trunk forms the basis round which the ver- 
tebral column is moulded. 

The early histological changes in the cells of the notochord are 
approximately the same in all the Craniata. There is formed by 
the superficial cells of the notochord' a delicate sheath, which soon 

B.E. II. 29 
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NOTOCIIOHl). 


thickens, anil becomes a well-defined structure. Vaimoles (one or 

more to each coll) are formed 
in the cells of the notochord, 



Fig. 813. HoRizoN'mi section through 

THE TRUNK OF AN EMBRYO OF SCYLLITTM CON- 
SIDERABLY YOUNGER THAN F IN FIG. 28. 

The section is taken at the level of the 
notochord, and shews the separation of the 
cells to form the vertebral bodies from the 
muscle-plates. 


which enlarge till the whole 
notochord becomes almost en- 
tirely formed of large vacuoles 
separated by membranous septa 
wh^ch form a complete sponge- 
like reticulum (fig. 313). In the 
Iclithyopsida most of the proto- 
plasm with the nuclei is carried 
to the periphery, where it forms 
a special nucleated layer some- 
times divided into definite epi- 
thelial-like cells (fig. 314), while 
in the meshes of the reticulum 
a few nuclei surrounded by a 


c/t. notochord; (’jj.epiblast; Tr. rudiment little protoplasm still remain 

of vertebral body; mp. muscle-plate; /«//. y .1 Amniotic Vertebrata 
portion of muscle-plate already differentiated AmniOtlC veixeDraia, 

into longitudinal muscles. probably owiug to the early 

atrophy of the notochord, the 

distribution of the nuclei in the spaces of the mosh-work remains 

fairly uniform. 


In the early stages of development the spaces iu the notochordal sponge- 
work, each containing a nucleus and protoplasm, 



Fig. 314. Section 

THROUGH THE SPINAL 
COLUMN OF A YOUNG 

Salmon. (From Ge- 
genbaur.) 

cs, sheath of noto* 
chord; h. neural arch ; 
h!, hsemal arch ; m. 
spinal cord ; a. dorsal 
aorta ; v, cardinal 
veins. 


probably I’epresent cells. In the types in which the 
notochord persists in the adult the mesh work becomes 
highly complicated, and then forms a peculiar reti- 
culum filled with gelatinous material, the spaces in 
which do not indicate the outlines of definite cells 
(figs. 315 and 318). 

Around the sheath of the notochord there 
is formed iu the Cyclostomata, Ganoidei, Elas- 
inobranchii and Teleostei an elastic membrane 
usually known as the membraiia elastica externa. 

In most Vertebrates the notochord and its 
sheath either atrophy completely or become a 
relatively unimportant part of the axial skeleton ; 
but in the Cyclostomata (fig. 315) and in the 
Selachioidean Ganoids (Acipenser, etc.) they per- 
sist as the sole representative of the true vertebral 
axis. The sheath becomes very much thick- 
ened ; and on the membrana elastica covering it 
the vertebral arches directly rest. In Elasmo- 
branchii the sheath of the notochord undergoes 
a more complicated series of changes, which re- 
sult first of all in the formation of a definite 
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Fm. 315. Sfxtion through 

THE VERTEBRAL COLUMN OP AmMO- 
coiTES. (From Gegenbaur.) 

Oh. notochord; cs. notochordal 
sheath ; m. spinal cord ; a. aorta ; 
x\ cardinal veins. 


timegmeivted cartilaginous tube^ round the notochord, and subse- 
quently (in most forms) in the formation of true vertebral bodies. 

Between the membrana elastica externa and the sheath of the 
notochord a layer of cells becomes in- 
terposed (tig. r31(>, n), which lie in a 
matrix not sharply separated from the 
sheath of the notochord. The cells 
which form this layer appear to be 
derived from a special investment of 
the notochord, and to have penetrated 
through the membrana elastica externa 
to reach their final situation. The 
layer with these cells soon increases in 
thickness, and forms a continuous un- 
segmented tube of fibrous tissue with 
flattened concentrically arranged nuclei 
(fig. 317, Vh), Externally is placed the 
membrana elastica externa (mcZ), while 
within is the cuticular sheath of the 
notochord. This tube is the cartila- 
ginous tube spoken of above, and is 
known as the cartilaginous sheath 
of the notochord. 

The exact oi-igiii of the cartilaginous 
tube just described is a question of fun- 
damental importance with refereuce to the origin of the vertebral column 
and the homologies of its constituent parts ; but is by no means easy to 
settle. In the account of the subject in 
my memoir on Rlasmobi^amh Fishes 1 held 
with Uegenbaur that it arose from a layer 
of cells outside the sheath of the notochord, 
on the exterior of which the membrana 
elastica externa was subsequently formed. 

To this view Gbtte (No. 419) also gave 
his adhesion. Schneider has since (No. 

429) stated that this is not the case, but 
that, as described above, the membrana 
elastica externa is formed before the layer 
of cartilage. I have since worked over 
this subject again, and am on the whole 
inclined to adopt Schneider’s correction. 

It follows from the above desciip- 
tion that the cartilaginous tube in 
question is an essential part of the sheath of the notochord, and 
that it is to some extent liomologous with the notochordal sheath of 
the Sturgeon and the Lamprey, and not an entirely new formation. 

1 This tube consists of a peculiar form of fibrous tissue rather than true cartilage, 
though part of it subsequently becomes hyaline cartilage. 

29—2 



Fig. 31G. Longitudinal sec- 
tion THROUGH A SMALL PART OP THE 
NOTOCHORD AND ADJOINING PARTS OF 
A SCYLLIUM EMBRYO, AT THE TIME OF 
THE FIRST FORMATION OP THE CARTI- 
LAGINOUS SHEATH. 

ch. notochoi'd; .sc. sheath of 
notochord ; n, nuclei of cartilagi- 
nous sheath ; me.e. membrana elas- 
tica externa. 
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Tliis sheath forms the basis of the centra of the future vertebrae. 
In a few adult forms, i.e. Chimaera and the Dipnoi, it retains its primi- 



Fia. 317. Tkansveusp: hkctjon through the ventral part op^ the notociiori) and 
adjoining structures of an advanced Scyllium kmrkyo at the root of the tail. 

Vb. cartilaginous sheath of the notochord ; ha. lueinal arch ; vp, process to which 
the rib is articulated; met. meinbrana ela.stica externa; ch. notochord; ao. aorta; 
r.cau. caudal vein. 

tive condition, except that in Cliinuera there arc present delicate 
ossified rings more numerous than the arches ; while in the Notidani, 
Laemargi and Echinorhini the indications of vertebra) are imperfectly 
marked out. The further history of this sheath in tlie forms in which 
true vertebrse are formed can only be dealt with in connection with 
the formation of the vertebral arches. 

In Teleostei there is present, as in Elasmohranchii, an elaslica externa, 
and an inner notochordal sheath. The elastica externa contains, according 
to Gotte, cells. These cells, if present, are however very diliicult to make 
out, but in any case the so-called ehxstica externa afipears to correspond with 
the cartilaginous sheath of Elasmohranchii together with its enveloping 
elastica, since ossification, wlien it sets in, occurs in this layer. The 
sheath witliin becomes unusually thick. 

In the Amphibia and in the Amniota no membrane is present 
which can be identified with the membraiia elastica externa of the 
Elasmohranchii, Teleostei, etc. In Amphibia (Gotte) there is formed 
round the notochord a cellular sheath, which has very much the 
relations of the cartilaginous tube around the notochord of Elasmo- 
braiichii, and is developed in the same way from the perichordal 
connective tissue cells. It is only necessary to suppose that the 
membrana elastica externa has ceased to be developed (which in 
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view of its extreme delicacy and unimportant function in Elasmo- 
branchii is not difficult to do) and this cellular sheath would then 
obviously be homologous with the cartilaginous tube in question. In 
the Arnniota an external sheath of the notochord cannot be traced 
as a distinct structure, but the connective tissue surrounding the 
notochord and spinal cord is simply differentiated into the vertebral 
bodies and vertebral arches. 

Vertebral arches and Vertebral bodies. 

Cyclostomata. The Cyclostomata are the most primitive forms 
in which true vertebral arches are present. Their ontogeny in this 
group has not been satisfactorily worked out. It is however notice- 
able in connection with them that they form for the most part isolated 
pieces of cartilage, the scgincntal arrangement of which is only im- 
perfect. 

Elasmobranchii. In the Elasmobranchii the cells forming the 
vertebral arches are derived from the splanchnic layer of the meso- 
blastic somites. They have at first the same segmentation as the 
somites (fig. 313, Fr), but this segmentation is soon lost, and there is 
formed round the notochord a continuous sheath of embryonic con- 
nective tissue cells, wljich gives rise to the arches of the vertebra), 
the tissue forming the dura mater, the perichondrium, and the general 
investing connective tissue. 

The changes which next follow result in what has been known 
since Ecmak as the secondary segmentation of the vertebral column. 
This segmentation, which occurs in all Vertebrata with true verte- 
brae, is essentially the segmentation of the continuous investment 
of the notochord and spinal cord into vertebral bodies and vertebral 
arches. It does not however follow the lines of the segmentation 
of the muscle-plates, but is so effected that the centres of the verte- 
bral bodies are opposite the septa between the muscle-plates. 

The expliiiiation of this character in the segmentation is not difficult to 
find. The primary segmentation of the body is that of the muscle-plates, 
which were present in the primitive forms in which vertebrse had not 
appeared. As soon however as tlie notochordal sheath was required to be 
strong as well as flexible, it necessarily became divided into a series of 
segments. 

The condition under which the lateral muscles can best cause the 
flexure of the vertebral column is clearly that each myotome shall be 
capable of acting on two vertebra) ; and this condition can only be fulfilled 
when the m^ otomes are opposite the intervals between the vertebra). For 
this reason, when the vertebne became formed, their centres were opposite 
not the middle of the myotonies but the inter-muscular septa. 

These considerations fully explain the characters of the secondary 
segmentation of the vertebral column. On the other hand the primary 
segmentation (fig. 313) of the vertebral rudiments is clearly a remnant 
of a condition when no vertebral bodies were present ; and has no greater 
morphological significance than the fact that the cells of the vertebrse 
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were derived from the segmented muscle-plates, and then became fused 
into a continuous sheath around the notochord and nervous axis; till 
finally they became in still higher forms diiferenfciated into vertebree and 
their arches. 

During the stage represented in fig. 28 jr, and somewhat befor<» 
the cartilaginous sheath of the notochord is formed, there appear four 
special concentrations of the mesoblastic tissue adjoining the noto- 
chord, two of them dorsal (neural) and two of them ventral (haemal). 
They are not segmented, and form four ridges, seated on the sides of 
the notochord. They are united with each other by a delicate layer 
of tissue, and constitute the substance in wdiich the neural and hamial 
arches subsequently become dififerentiated. 

At about the time when the first traces of the cartilaginous 
sheath of the notochord arise, differentiations take place in the 
neural and haemal ridges. In the neural ridge two sets of arches are 
formed for each myotome, one resting on the cartilaginous sheath of 
the notochord in the region which will afterwards form the centrum 
of a vertebra, and constituting a true neural arch ; and a second 
separate from the cartilaginous sheath, forming an intercalated piece*. 
Both of them soon become hyaline cartilage. 

There is a considerable portion of the original tissue of the neural 
ridge, especially in the immediate neighbourhood of the notochord, 
which is not employed in the formation of the neural arches. This 
tissue has a fibrous character and becomes converted into the peri- 
chondrium and other parts. 

The haemal arches are formed from the haimal ridge in precisely 
the same way as the neural arches, but interha3mal intercalated 
pieces are often present. In the region of the tail ihe haemal arches 
are continued into ventral processes which meet below, enclosing the 
aorta and caudal veins. 

Since primitively the postanal gut was placcjd between the aorta 
and the caudal vein, the haiiiial arches potentially invest a caudal 
section of the body cavity. In the trunk region they do not meet 
ventrally, but give support to the ribs. The structures just described 
are shewn in section in fig. 318, m wliicli the neuial (iia) and haemal 
Qia) arches are shewn resting upon the cartilaginous slicath of the 
notochord. 

While these changes are being effected in the arches the carti- 
laginous sheath of the notochord undergoes important differentiations. 
In the vertebral regions opposite the origin of the neural and ha*mal 
arches (fig. 318) its outer part becomes hyaline cartilage, while the 
inner parts adjoining tlie notochord undergo a somewhat different 
development, the notochord in this part becomes at the same time 

^ The i^resence of intercalated pieces in the neural arch system of Elasmohranchii, 
Chima&ra, etc. is probably not the indication of an highly differentiated type of neural 
arch, but of a transitional type between an imijerfect investment of the spinal cord by 
i.solated cartilaginous bars, and a complete system of neural arches like that in the 
hiffher Yertebrata. 
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somewhat constricted. In the intervertebral re^ons the cartilaginous 
sheath of the notochord becomes more definitely fibrous, while the 
notochord is in no way constricted. 


A diagrammatic longitudinal section 
through the vertebral column, while 
these changes are being effected, is 
shewn in fig. 820 B. 

These processes are soon carried 
further. The notochord within the 
vertebral body becomes gradually con- 
stricted, especially in the median plane, 
till it is here reduced to a fibrous band, 
which gradually enlarges in either di- 
rection till it reaches its maximum 
thickness in the median plane of the 
intervertebral region. The hyaline 
cartilage of the vertebral region forms 
a vertebral body in which calcification 
may to some extent take place. The 
cartilage of the base of the arches 
gradually spreads over it, and on tlie 
absorption of the niembrana elastica 
externa which usually takes place long 
before the adult state is reached, the 
arch tissue becomes indistinguisbably 
fused with that of the vertebral bodies, 
so that the latter are compound struc- 
tures, partly formed of the primitive 
cartilaginous sheath, and partly of the 
tissue of the bases of the neural and 
hyernal arches. Owing to the beaded 
structure of the notochord the vertebral 



bodies take of necessity a biconcave 
hourglass-shaped form. 

The intervertebral regions of the 
primitive sheath of the notochord f )rm 
fibrous intervertebral ligaments enclos- 
ing the unconstricted intervertebral 
sections of the notochord. 


FlU. 31S. fciKCTION THROUGH 
THE VERTEBRAL COLUMN OF AN AD- 
VANCED EMBRYO OF SCYLLIUM IN 
THE REGION OF THE TAIL. 

va. neural arch; ha. liasmal 
a^ch ; ch. notochord ; sh. inner 
s'.ieath of iiotocl.ord ; ne. membrana 
elastica externa. 


A peculiar fact may here he noticed with reference to the formation 
of the vertebral bodies in the tail of Scylliuin, Raja, and possibly other 
forms, viz. that there are double as many vertebral bodies as there are 
myotorms and spinal nerees. This is not due to a secondary segmentation 
of the vertebra? but, as I have satisfied myself by a study of the develop- 
ment, takes place when the vertebral bodies first become differentiated. 
The possibility of such a relation of parts is probably to be explained by 
the fact that the segmentation of the vertebral column arose subsequently 
to that of the nerves and myotonies. 
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Ganoidei, In Acipenser and other cartilaginous Ganoids the 
hajmal and neural arches are formed as in Elasmobranchii, and rest 
upon the outer sheath of the notochord. Since however the sheath 
of the notochord is never differentiated into distinct vertebrae, this 
primitive condition is retained through life. 

Teleostei. In Teleostei the formation of the vertebral arches and 
bodies takes place in a manner, which can be reduced, except in certain 
minor points, to the same type as tliat of Elasmobrancliii. 

There are early formed (fig. 314 h and Ic) neural and haemal arches 
resting upon the outer sheath of the notochord. The latter structure, 
which, as mentioned on p. 452, corresponds to the* cartilaginous sheath 
of the notochord of Elasmobranchii, soon becomes divided into vertebral 
and intervertebral regions. In the former os'<ification directly sets in 
without the sheath acquiring the character of hyaline cartilage (Gcitte, 419). 
The latter forms the fibrous intervertebral ligaments. The notochord 
exliibits vertebral constrictions. 

The ossified outer sheath of the notochord forms but a small part of 
the permanent vertebnw I'he remainder is derived ])artly from an ossifi- 
cation of tlie connective tissue surrounding the sheath, and partly from 
the bases of the ar ches, wliich do not spread round the primitive vertebral 
bodies as in Elasmobranchii. The ossifications in the tissue surrounding 
the sheath usually (fig. 319) take the form of a cross, while the bases of 
the arches (Ja and U) remain as four cartilaginous radii between the limbs 
of the osseous cross. In some instances the bases of the arches also become 
ossified, and are then with difficulty distinguishable from the other parts 
of the secondary vertebral body. The parts of the arches outside the 
vertebral bodies are for the most part ossified (fig. 319). In correlation 
with the vertebral constrictions of the notochord the vertebral bodies are 
biconcave. 

Amphibia. Of the forms of Amphibia so far studied embryo- 
logically the Salamandridse present the most primitive type of forma- 
tion of the vertebral column. 

It has alrea-dy been stated that in Amphibia there is present 
around the notochord a cellular sheath, equivalent to the cartilaginous 
sheath of Elasmobranchii. In tlie tissue on the dorsal side of this 
sheath a series of cartilaginous processes becomes formed. These 
processes are the commencing neural arches ; and they rest on the 
celhilar sheath of the notochord opposite the middle of the vertebral 
regions. 

A superficial osseous layer becomes very early formed in each 
vertebral region of the cellular sheath ; while in each of the inter- 
vertebral regions, which are considerably shorter than the vertebral, 
there is developed a ring-like cartilaginous thickening of the sheath, 
which projects inwards so as to constrict the notochord. At a period 
before this thickening has attained considerable dimensions the noto- 
chord becomes sufficiently constricted in the centre of each vertebral 
region to give a biconcave form to the vertebrae for a very short 
f)oriod of fetal life. 
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The stage with biconcave vertebrae is retained through life in the 
Perennibranchiata and Gymnophiona. 

The chief peculiarity which distinguishes the later history of their 
vertebral column from that of fishes 


consists in the immense development 
of the intervertebral thickenings just 
mentioned, which increase to such an 
extent as to reduce the notochord, 
where it passes through them, to a 
mere band; while the cartilage of 
which they are composed becomes dif- 
ferentiated into two regions, one be- 
longing to the vertebra in front, the 
other to that behind, the hinder one 
being convex, and the anterior concave. 
The two parts are not however abso- 
lutely separated from each other. 

By these changes each vertebra 
comes to be composed of (1) a thin 
osseous somewhat hourglass-sliaped 
cylinder with a dilated portion of the 
notochord in its centre, and (2 and 3) 
of two halves of two intervertebral 



Fig. 319 . Vertical section 

THROUGH THE MIDDLE OF A VERTE- 
BRA OF Esox LUCIUS (Pike). (From 
Gegenbaur.) 

cli. notochord; ca. notochordal 
sheath; k, and k\ cartilaginous 
tissue of the neural and htemal 
arches ; h. osseous ha3mal process ; 
w. spinal canal. 


cartilages, viz. an anterior convex half 

and a posterior concave half. The vertebrae thus come to be 


A B CD 



Fig. 320 . Diagram representing the mode of development of the veutebrje 
IN THE different TYPES. (Fiom Gegcnbaur.) 

A. Ideal type in which distinct vertebras are not established. 

D. Type of Pisces witli vertebral constrictions of the notochord. 

C. Amphibian type, with intervertebral constrictions of the notochord by the 
intervertebral parts of the cellular sheath. 

D. Intervertebral constriction of the notochord as effected in Reptilia and Aves. 

E. Vertebral constriction of the notochord as effected in Mammalia, the interver- 
tebral parts of the cartilaginous sheath being converted into intervertebral ligaments. 

c. notochord; cs. cuticular sheath of notochord ; s. cartilaginous sheath ; r. vertebral 
regions; iv, intervertebral regions ; < 7 . intervertebral joints. 
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opisthocoelous. A longitudinal section through the vertebral column 
at this stage is diagrammatically shewn in fig. 320 0. 

To the centre of each of these vertebrae the neural arches, the 
origin of which was described above, become in the meantime firmly 
attached ; and grow obliquely upwards and backwards, so as to meet 
and unite above the spinal cord. The transverse processes of the 
vertebrui would seem (Fick) to be devehiped independently of the 
arches, though they very soon fuse with them. Acc(jrding to Gotte 
the transverse processes are double in the trunk, there being two 
pairs, one vertically above the other for each vertebra. The pair on 
each side eventually fuse together. 

In the tail haemal arches are formed, which are similar in their 
mode of development to the neural arches. 

The uiiconstricted portion of the notochord, which persists in each 
vertebra, becomes in part converted into cartilage. 

Anura. In the Anura the process of formation of the vertebral 
column is essentially the same as that in the Salamandridae. Two types may 
however be observed. One of these occurs in the majority of the Anura, 
and mainly differs from that in Salamandra in (1) the eailier fusion of the 
arches with the cellular sheath of tlie notochord; (2) the more ra^iid growth 
of the intervertebral thickenings of the cellular sheath, which results in the 
early and complete obliteration of the in t(U‘ vertebral parts of the notochord; 
(3) the complete division of these intervertebral thickenings into anterior 
and posterior portions, which unite witli and form the articular surfaces of 
two contiguous vertebiee. The vertebi*j» are moreover procmlous instead 
of being opisthocoelous. 

The unconstricted veHebral sections of the notochord always persist till 
the ossification of the veitebrae has taken place. In some forms they 
remain through life (Eana), while in other cases they eventually either 
wholly or partially disappear. 

The second type of vertebral development is found in Bombinator, 
Pseudis, Pipa, and Pelobates. In these genera the formation of the 
vertebra takes place almost entirely on the dorsal side of the notochord; 
so that the latter forms a band on the ventral side of the vertebral column. 
In other respects the history of the vertebral column is the same in the two 
cases ; the vertebral unconstricted parts of the notochord appear however 
to become in part converted into cartilage. The type ot formation of 
the vertebral column in thcKse genera has been distinguished as epichordal 
in contradistinction to the more no-mal or perichordal type. 

Amniota. In the Amniota all trace of a distinction between a 
cellular notochord sheath and an arch tissue is lost, and the two are 
developed together as a continuous whole forming an unsegmented 
tube round the notcjchord, with a neural ridge which does not at first 
nearly invest the neural cord. This tube becomes differentiated, in 
tiie manner already described for other types, into ( 1 ) vertebral 
regions with true arches, and ( 2 ) intervertebral regions. 

Septilia. In Reptilia (Gegenbaur, No. 416 ) a cartilaginous tube 
is formed round the notochord, which is continuous with the carti- 
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laginous neural arches. The latter are placed in the vertebral regions, 
and in these regions ossification very early sets in, while the noto- 
chord remains relatively unconstricted. In the intervertebral regions 
the cartilage becomes thickened, as in Amphibia, and gradually con- 
stricts tlie notochord. The cartilage in each of the intcrveitel)ral 
regions soon becomes divided into two parts which lorn) the articular 
faces of two contiguous vevtehrfe. 

The general character of the vertebral column on the completion 
of these changes is shewn in fig. 320 D. The later changes are 
relatively unimportant. The constricted intervertebral sections of 
the notochord rapidly disappear, while the vertebral sections become 
partially converted into cartilage, and only cease to be distinguishable 
at a considerably later period. 

The ossification extends from the bodies of the vertebraft into the 
arches and into the articular* surfaces, so that the whole vertebrae 
eventually become ossified. 

The Ascalahotie ((xeckos) present an exceptional type of vertebral 
column which has many of the characters of a developmental stage in 
other Lizards, The body of the vertebra is formed of a slightly hourglass- 
shaped o.sseoiis tube, united with adjoining vei'tebne by a short intt?r- 
vertebral cartihige. There is a jiersistent and continuous notochord which, 
owing to the small development of the int-T vertebral cartilages, is narrower 
in the vertebral than in the intervertebral regions. 

Aves. In Birds the cellular tube formed round the notochord 
is far thicker than in the Tleptilia. It is corjtinuous in the regions 
of the future vertebrjB with neural arches, which do not at first nearly 
enclose the spinal cord. 

On about the fifth day, in the case of the chick, it becomes differ- 
entiated into vertebral regions opjmsite the attachments of the neural 
arches, and intervertebral regions between them ; the two sets of 
regions being only distinguished by their histological characters. 
Very shortly afterwards each intervertebral region becomes segmented 
into two parts, which respectively attach themselves to the contiguous 
vertebral regions. A part of each intervertebral region, immediately 
adjoining the notochord, does not however undergo this division, and 
afterwards gives rise to the ligamentum suspensorium. 

The notochord during these changes at first remains indifferent, 
but subsequently, on about the seventh day in the chick, a slight 
constriction of each vertebral region takes place ; so that the ver- 
tebrae have temporarily, as they have also in Amphibia, a biconcave 
form which repeats the permanent condition of most fishes. By 
the ninth and tenth days, however, this condition has completely 
disappeared, and in all the intervertebral portions the notochord has 
become distinctly constricted, and at the same time in each vertebral 
portion there have also appeared two constrictions of the notochord 
giving rise to a central and to two terminal enlargements. 

On the twelfth day the ossification of the cartilaginous centra 
commences. 
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The first vertebra to ossify is the second or third cervical, and the 
ossification gradually extends to those behind. It does not commence 
in the arches till somewhat later than in the bodies. For each arch 
there are two centres of ossification, one on each side. 

The notochord persists for the greater part of foetal life and even 
into post-foetal life. The larger vertebral portions are often the first 
completely to vanish. They would seem in many cases at any rate 
(Gegenbaur) to be converted into cartilage, and so form an integral 

part of the permanent vertebrse. Ru- 
diments of the intervertebral portions 
of the notoehord may long be detected 
in the ligamenta suspensoria. 

Schwarck (No. 420) states that in both 
the intervertebral and the vertebral regions, 
though less conspicuously in the former, 
the cartilage is divided into two layers, an 
inner and an outer. He holds that the 
inner layer corresponds to the cartilaginous 
notochordal sheath of the lower types, 
and the outer to the arch tissue. Ossi- 
fication (Gegenbaur) of the centra appears 
in a S})ecial inner layer of cartilage, which 
is probably the same as the inner layer 
of the earlier stage, thougli this point has 
not been definitely established. 

Mammalia. The early development 
of the pcrichordal cartilaginous tube 
and rudimentary neural arches is almost 
the same in Mammals as in Birds. The differentiation into vertebral 
and intervertebral regions is the same in both groups ; but instead of 
becoming divided as in Reptilia and Birds into two segments attached 
to two adjoining vertebra3, the intei-vertobral regions become in 
Mammals ivholly converted into the intervertebral ligaments (fig. 322 
li). There are three centres of ossifications for each vertebra, two 
in the arch and one in the centrum. 

The fate of the notochord is in important respects different from 
that in Birds. It is first constricted in the centre of the vertebree (figs. 
320 E and 321) and disappears there shortly after the ossification ; 
while in the intervertebral regions it remains relatively unconstricted 
(figs. 320 E, 321 and 322 c) and after undergoing certain histological 
changes remains through life as part of the nucleus pulposus in the 
axis of the invertebral ligaments'^. There is also a slight swelling of 
the notochord near the two extremities of each vertebra (fig. 322 
c and c"). In the persistent vertebral constriction of the notochord 

' This view was first put forward by Lushka, and his surmises have been confirmed 
by Kfilliker and other embryologists. Leboucq (No. 4-24) however holds that the ceUs 
of the notochord in the intervertebral regions fuse with those of the adjoining tissue ; 
and Dursy and others deny that the nucleus pulposus is derived from the notochord. 



Fig. 321. Longitudinal sec- 
tion THROUGH TICK VKRTEnRAL 
COLUMN OP AN EIGHT WEKKS’ HUMAN 
EMBRYO IN THE THORACIC REGION. 

(From Kolliker.) 

V, cartilaginous vertebral body ; 
li. intervertebral ligament ; ch, 
notochord. 
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Mammals retain a more primitive and piscine mode of formation of 


iP c’' 



Fig. 322. Longitudinal section thhoucjh the intekvkutebral ligament and ad- 
jacent PARTS OF TWO VERTEBUib: FROM THE THORACIC REGION OF AN ADVANCED EMBRYO 

OF A Sheep. (From Kolliker.) 

la. ligamentum longituclinale antcrius ; Ip. ligamentnm long, posterius ; li. liga- 
mentiini intervertobrale ; /i, k'. epijjhysis of vertebra ; w. and w'. anterior and posterior 
vertebrip ; c. intervertebral dilatation of notocbord ; c'. and c". vertebral dilatation of 
notochord. 

the vertebral column than the majority either of the Reptilia or 
Amphibia. 
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Bibs and Sternum. 

Bibs. Embryological evidence on the development of the ribs, 
though somewhat inadequate, indicates that they arise as cartila- 
ginous bars in the connective tissue of the intermuscular septa, 
and that they are placed (in the Ichthyopsida at any rate) on 
the level of division between the dorso-lateral and ventro-lateral 
divisions of the muscle-plates. They may be attached either to the 
haemal (Pisces) or neural (Amphibia and Arnniota) arches. The con- 
nective tissue from which they are formed is continuous with the 
processes of the vertebra3 to which they are attached ; but the con- 
version of the tissue into cartilage takes place more or less indepen- 
dently of that of the arches, although in many cases the cartilage of 
the two becomes continuous, the separation of the ribs being then 
effected by a subsequent process of segmentation (Fick, No. 431 ). It 
is possible that the ribs of Pisces may not be homologous with th ose 
of Amphibia and the Arnniota , but till the reverse can be proved it is 
more convenient to assume that the ribs are homologous structures 
throughout the vertebrate series. 

In Elasuiobranchii the ribs are relatively of less importance in th(» 
adult than in the embryo. By a careful examination of their early develop- 
ment, I have satisfied myself that the differen tiat ion of the ribs is indepen- 
dent of t hat of the hajmal processes to which they are attached, although 
the differentiation proceeds m such a manner that, when both are converted 
into cartilage, they are quite continuous. Subsequently the ribs become 
segmented off from the hmmal processes. At the junction of the tail and 
trunk, where the hajinal })rocesses commence to be ventrally prolonged, 
eventually to unite in the region of the tail below the caudal vein, the ribs 
are attached to short processes which spring from tlie sides of the haiuial 
arches (tig. 317). The ventra l haemal arches of these fishes are therefore 
clearly in no part formed Ijy tlie "riUs. ' 

In Qanoidei and T?eleostei there is very great difficulty in determining 
the homologies of the ribs. 

In the cartilaginous Ganoidei there are well developed rib-like struc- 
tures, which might be regarded as homologous with Elasmo branch ribs, 
and indeed probably are so; but at the same time their relations are in 
some respects very different from those of Elasmobranch ribs in the caudal 
region. In Ganoids the ribs, in approaching the tail, become shorter and then 
fuse with the ends ot the h%m ar processes, arid fiiiairy m the caudaTreSion 
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form together with the hcemal archea a closed hsenial canal which superficially 
^seml^esnOSatln ElasmoTmtTichil^ ^ ™ 

In Lepiclosteus and Amia, especially the former, the same phenomenon 
is still more marked ; and in Lepidosteus it is easy, in passing backwards, 
to trace the ribs bending ventral- wards, and uniting ventrally in the caudal 
region to form, with the haemal processes, a complete haenial canal. 

It might have been anticipated that the Teleostean Ganoids would 
resemble the Telcostei, but, fi^m an examination of adult Teleostei, it 
would, se em to be cl ear t iljat the rtd^tiousLol .tljLii-4)Q(Ct§>rc the sam e a ^ .in 
Maim^jranchii,' i. e. that the ribs have no share in forming the Inemal 
<g. na l in the toil. Aug. Muller and Gotte have however brought embryo- 
logical evidence (though not of a conclusive character), to shew that in the 
embryo the ribs really fuse with the haemal processes in the tail, and so 
assist, as in the Ganoids, in forming the haemal canal. Gotte moreov-er holds 
that the ribs in Elasmobranchii are not homologous with those of Teleostei 
and Ganoids; but that the haemal arches in the tail are homologous in the 
three groups. 

Without necessarily following Gotte in these views it is worth pointing 
out that the undoubtedly close affinity between the bony Ganoids and the 
Teleostei is in favour of the view on the luemal arches of Teleostei at 
which he has arrived on embryological grounds. 

In Amphib ia the formation of the ribs from the connective tissue of the 
intermuscular septa, their secondary attachment to the transverse processes 
of the neural arches, and their subsequent separation was first clearly 
established by Fick (No. 431), whose statements have since been confirmed 
by Hasse, Born, &c., and in part by Gotte, who holds however that, though 
converted into cartilage inde[)endently of the transverse processes, they 
are formed in membrane as outgrowths of these processes. 

In the Amniota the ribs are also independently established (Hasse and 
Born), WougtrWcy " subsequently become unite d to the transverse processes 
and to the bodies of lihe vertebrae, or to the transverse processes only. 
This junction is however stated by the majority of authorities, never to 
be effected by the fusion of the cartilage of the two parts, but always by 
fibrous tissue ; though Hoffman (No. 435) takes a different view on this 
subject, holding that the ribs are at first continuous with the intervertebral 
regions of the primitive cartilaginous tube surrounding the notochord. 

SternuiU. In dealing with the development of the sternum it 
will be convenient to leave out of consideration the interclavicle or 
episteriium which is, properly speaking, only part of the shoulder- 
girdle and to confine my statements to the sternum proper. 

This structure is found in all the Amniota except the Ophidia, 
Chelonia, and some of the Amphisbsenae. ^ 

From the older researches of Kathke, and from the newer ones of 
Gotte, etc., it appears that the sternum is always formed from the 
fusion of the ventral extremities of a certain number of ribs. The 
extremities of the ribs unite with each other from before backwards, 
and thus give rise to two cartilaginous bands. These bands become 
segmented off from the ribs with which they are at first continuous, 
and subsequently fuse in the median ventral line to form an unpaired 
sternum. The Mammalian presternum (manubrium sterni) and 
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xiphosternum have the same origin as the mam body ot the sternum 
(Ruge, No. 438). _ . 

In the Amphibia there is no structure which admits from its 
mode of development of a complete comparison with the sternum 
of the Amniota ; and it must for this reason be considered doubtful 
whether the median structure placed behind the coracoids in the 
Anura, which is usually known as the sternum, is really homologous 
with the sternum of the Amniota\ 

The remaining Ichthyopsida are undoubtedly not provided with a 
sternum. 
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THE SKULL. 

Three distinct sets of elements may enter into the composition 
of the skull. Tliese are (1) the cranium proper, composed of true 
endoskeletal elements originally formed in cartilage, to which are 
usually added exoskeletal osseous elements, formed in the manner 
already described p. 447, «aud known in the higher types as membrane 
bones. (2) The visceral arches formed primitively as cartilaginous 
bars, but in the higher types largely supplemented or even replaced 
by exoskeletal elements. (3) The labial cartilages. 

These parts present themselves in the most various forms, and 
their study constitutes one of the most important departments of verte- 
brate morphology, and one which has always been a favourite subject 
of study with anatomists. At the end of the last century and during 
the first half of the present century the morphology of the skull was 
handled from the point of view of the adult anatomy by Goethe, Oken, 
Cuvier, Owen, and many other anatomists, while Dugds and, nearer 
to our own time, Rathke, laid the foundation of an embryological 
study of its morphology. A new era in the study of the skull was 
inaugurated by Huxley in his Croonian lecture in ltS58, and in his 
lectures on Comparative Anatomy subsequently delivered before the 
Royal College of Surgeons. In these lectures Huxley disproved the 
then widely accepted view that the skull was composed of four ver- 
tebra3; and laid the foundation of a more satisfactory method of 
dealing with the homologies of its constituent parts. iSince then the 
knowledge of the development of the skull has made great progress. 
In this country a number of very interesting memoirs have been 
published on the subject by Parker, which together constitute a most 
striking contribution to our knowledge of the ontogeny of the skull 
in a series of types ; and in Germany Gegenbaur s monograph on the 
cephalic skeleton of Elasmobranchii has greatly promoted a scien- 
tific appreciation of the nature of the skull. 

In the present chapter only the most important features in the 
development of the skull will be touched on. 

B. E. ir. 
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CONSTITC/EiVrS OF THE CRANIUM. 


It will be convenient to describe, in the first instance, the develop- 
ment of the cartihiginous elements of the skull. 

The Oranium. The brain is at first enveloped in a continuous 
layer of mesoblast known as the membranous cranium, into the base 
of which the anterior part of the notochord is prolonged for some 
distance. The primitive cartilaginous craniiim is formed by a differ- 
entiation within the membranous cranium, and is always composed 
of the following parts (fig. 323) : 

(1) A pair of cartilaginous plates on each side of the cephalic 

section of the notochord, known 



as the parachordals c/i). 
These plates together with the 
notochord {ne) enclosed between 
them form a floor for the hind- 
and mid-brain. The continuous 
plate, formed by them and the 
notochord, is known as the ba- 
silar plate. 

(2) A pair of bars forming 
the floor for the fore- brain, known 
as the trabecula) (tr). These 
bars are continued forward from 
the parachordals. They meet 
behind and embrace the front 
end of the notochord ; and after 
separating for some distance bend 
in again in such a way as to 


Fiq. 323. Head of embryo Dogfish, 

SECOND STAGE ; BASAL VIEW OP CRANIUM FROM 
above, the CONTENTS HAVING BEEN REMOVED. 

(From Parker.) 

ol. olfactory sacs ; au. auditory capsule ; 
jic, notochord; p//. pituitary body; pa.cff. 
paracliordal cartilage; tr. trabecula; inf. 
infundibulum ; C.tr. cornua trabeculas ; jm. 
prenasal element ; sp. spiracular cleft ; br. 
external branchiae ; CL 2, 4. visceral clefts. 


enclose a space — the pituitary 
space. In front of this space 
they remain in contact and gene- 
rally unite. They extend for- 
wards into the nasal region 
(pn). 

(3) The cartilaginous cap- 
sules of the sense organs. Of 
these the auditory (au) and ol- 


factory capsules {ol) unite more or less intimately with the cranial 
walls; while the optic capsules, forming the usually cartilaginous 
sclerotics, remain distinct. 


The parachordals and notochord. The first of these sets of 
elements, viz. the parachordals and notochord, forming together the 


basilar plate, is always an unsegmented continuation of the axial 
tissue of the vertebral column. It forms the floor for that section of 


the brain which belongs to the primitive postoral part of the head 
(vide p. 261), and its extension is roughly that of the basioccipital of 
the adult skull. Its mode of development is almost identical with 


that of the vertebral column, except that the notochord, even in many 
forms where it persists in the vertebral column, disappears in the 
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basihir ])l:Ltn; tlnHigli in a, cmtaiii niinibiM' nt'i asi^x n/innaut.s nf it aru 
fniiiiil iu llii; ailnib stabo. 

ft will be eoiivenient to say a few worils lieie with lefe.roiiee to the 
notochord in the head. It always extends along the floor of tlie mid- 
and hiiid-braiiiH, but ends i in mediately b:;liiiid tlio iiifuiidiliiiliim. The 
limits of its anterior extension are clearly sliewn in fig. 43. Tlie front end 
of the notochord often becomes more or less vent rally flexed in corre- 
spondence with the cranial flexiirej its anterinr end being in some instances 
(Elasmobranchii) almost bent backwards (fig. 324). 

Kiilliker has sliewn that in the Rabbit*, and I believe tlnit a more or 
less similar phenoineuon may al.so be ob- 
served in Birds, tlie anterior end of the 
notochord is united to the hypoblast of 
the throat in immediate contiguity ivith 
the opening of the pituitary body ; but it is 
not clear whether this is to be looked upon 
as the remnant of a primitive attachment 
of tlie notochord to tho hypoblast, or as a 
secondary attachment. 

Before the parachordals are formed 
the anterior end of the notochord Jui« 
usually undergone a partial atrophy ; and 
its front end often becomes sfunewhat 
dorsally flexed. Within the basilar ]date 
it often exhibits two or iiiore diliitations, 
which have been regarded by Parkor and 
Kolliker as indicative of a seginentatioii 
of this plate ; but they liardly appear to 
mo to br; capable of this interpretation. 

In Elasmobraiichs where, as sliewn 
above, a very primitive type of develop- 
ment of the vertebral column is re- 
tained, we find that the basilar plate 
is at first formed of (1) the notochord inve.sted by its cartilaginous 
sheath, ami (2) of lateral masses of cartilage, the parachordals, hnmnlo- 
guiis witli the arch tissue of the vertebral column. This develupniunt 
probably indicates that tlie basilar plate contains in itself tlin 
same elements as those from which the neural arches ainl 
th c contra of the vertebral column are formed ; hut that it 
never passes beyond the uiisegmenbed stage at first charac- 
teristic of the vertebral column. The hinder end of each 
parachordal forms a condyle articulating with the first vertebra-, 
so that ill tiic cartilaginous skull there are always two occipital 
condyles. The basilar plate always grows up behind (fig. 32G, 5o), 
and gives rise to a complete cartilaginous ring enveloping the 
medulla oblongata, in the same manner that the neural arches 
ciivulope the spinal cord. This ring forms an occipital cartilaginous 
ring; in front of it the basilar plate becomes laterally contiiuiou.s 

^ " Iilmbryploj;ischii d. Hal 1 l’, 1^79. 

;iu— 2 



Fio. 324. LoxaiTUDiNAL brc- 
TION TITnnUOH THE BRAIN OF A 
YOUNO PniHTIUlllJH EMBBYR. 

eer. I'Diiimm cement of tho cere- 
bral hemisphere ; pn. pineal f^land ; 
ni.infimdibulam; pt.iniprowthf nm 
innuLh to form the pituitary body; 
mb. mid-brain; cb. cerebellum; ch. 
notochord; r[^ alimentary tract; 
laa. artery of mandibular arch. 
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THE TEAhECUL.E. 


with the })erii)tin ciiitilafjriiiDiis capsules, :uiil the o(;cipit:il rinuf iihove 
usually spreails torwanl to form a root lor the part ot the hraiii 
between these capsules. In the higher V^Ttebrates tlie periotic 
cartilages may bo developed continuously with the basilar plate 
(Hg. ‘125). 

The trabeculsB. The trabcculue, so far ns tludr meie aiiatoniieal 
relations are concerned, ]d;iy the same ]iart in forming the floor for 
the front cerebral vesicb‘ as the |«a.racliiirdids for the mid- and hind- 
brains. They ditfer however from tlie paracbordals in one important 
feature, viz. that, except at their hinder end (fig. 323), they do not 
embrace between them the notochord. 

The notochord constitutes, as we have seen, the primitive axial 
skeleton of the body, and its absence in the greater part of the 
region of the trnboculie would probably seem to indicate, as pointed 
out by Gegenbaur, that these parts, in spite of their similarity to 

the parachordals, have not the 
same morphological significance. 

The nature of the trabeculfe has 
been much disputed by morpholo- 
gists. The view that they cannot 
be regarded as the anterior section 
of the vertebral axis is supported by 
the consideration that the forward 
limit of the priinilive skeletal axis, 
os marked by the notochord, coin- 
cides exactly with the distinction we 
have found it necessary to recognise, 
on entirely iiidependent grounds, 
between the fore-brain, and the 
remainder of the nervous nxis. But 
while this distinction between the 
pamchordals and the trabcciilte must 
I think be admitted, I see no 
reason against .supposing that the 
Fio. 325. View rnoM above of the trabecLilte may bo plates developed 

INYESTINQ MABB AND OF THE TllAREGUDiE OF tO .SUppOL’t tile floor of tllB forB- 



A CHICK ON THE FOUIlTH DAT OF INCUBATION. 

(After Parker.) 

In order to shew this, the whole of 
the upper portion of the head has been 
sliced away. The cartilaginous portions 
of the skull are marked with the dark 


brain, for the same physiological 
reasons that the parachordals have 
become formed at the sides of the 
notochord to support tho floor of 
the hind-brain. By some anatomists 


horizontal shading. 


the trabeculae have been held to be 


cvl. cerebral vesicle (sliced off); t. 
eye; nc. notochord; iu. investing mass; 
9. foramen for the exit of the ninth nerve; 
cl. cochlea; hue. horizontal semicircular 
canal; q. quadrate; 5. notch for the 
pa.ssage of the fifth nerve ; Iff. expanded 
anterior end of the investing mass ; pts. 
pituitary space; tr. trabeculffl. The re- 
ference line tr. has been accidentally 
iii.iili* in iMifl ;i littif shn: I nf tin* cartilage. 


a pair of bvaiicliial bars; but this 
view has now been gunorally given 
up. They have also been regarded 
as equivalent to a complete pair of 
neural arches enveloping tlie front 
end of tlio brain. The primitive 
exteiisiuii of tlie base of the fore- 
brniii through tlie pituitary space is 
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an argument, nut without force, which haa been appealed to in support of 
this view. 

In the majority of the lower forms the trabeciiliii arise quite inde- 
pendently of the parachordals, though the two sets oF elements soon 
unite ; while in Birds (fig. 325) and Mammals the parachordals and 
traheoulio are formed as a continuous whole. The junction between 
the tialjeoiilio and parEichordals becomes marked by a cartilaginous 
fidge known as the posterior clinoid. 

Till* trabeculai iire usually somewhat lyre-shaped, meeting in front. 
Mild behind, and hvriving a large pituitary space between thenr middle 
parts (figs. 323 aiul 325). Into this space there primitively projects 



Fin. 326. Kidk view of tuk cabtilaginoub cuaniitm df a Fowl um xuis 
HPiviiNTif HAY OF INCUBATION. (Aftur Parker.) 
pn. prenasal cartihi^M! ; rf^i. aliiiasal ciirtilaKe ; iiliijthnioid ; immediately below 
this is the aliseptal cartilage, etli. ethmoid ; pp. i):us jdaua ; pa. presphenoid or inter- 
orbital; prt. palatine; py. pterygoid; z. optic iit'ive ; rr.s’. nlisphuiiDiil ; r/. rpiadrate ; 
8t. stapes; fr. fenestra rotunda; Imo. horizontal seiiiieiiriiliii canal; posterior 
vertical semicircular canal : both the anterior and the posteL-ior SL-micirculur canals are 
seen shining through the cartilage, ko. supraoccipital ; crj. ex occipital ; oc. occipital 
condyle; iic. notochord; mk. Meckel’s cartilage ; ch. cerato-hyal; bh. basi-liyol; cbr. 
and c&r. cerato-branchial ; bbr. hasi branchial. 


the whole base of the fore-brain, but the space itself gradually be- 
comes narrowed, till it usually contains only the pituitary body. The 
carotid arteries always pass through it in the embryo ; but in the 
higher forms it teases to be [jurforated in the adult. The traheculue 
soon unite togetlua- both in front ami behind and form a com- 
plete plate imderneatb the fore-brain, and extending inti) the nasal 
regioii\ A sjK'cial vertical growth of this ]>late in the region of the 
orbit forms tlie interorbital plate of TeUn)stei, Laeeililia and Aves 
(fig. 32C, ps). on the ii]q)er surFace of which llie front part of the 
brain rests. The trabociil.ir floor of the brain does not long remain 
simple. Its shies grow viutically upwards, forming a lateral wall for 
the brain, in wliieb in tln^ higher types two regions may be distiii- 
giiislied, viz. an alispbenoiilal region (fig. 32ii, o.s‘) beliind, growing 
out from what is known as the basis pli en o id al rc^gion of the 

' Tn Man (KDllikcr) tin* Uabfi'nlir fnriii fnim llic lirsl. ;i I’lniliiiiirins plate in friinl; 
of Llio pituitary spaci', aii l th(‘ lattfr viuy carJy aciinin s a l■altilagi^lu^ls Hour. 
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primitive trabeculie, and an orbitosplienoidal region in front 
growing out from the presphenoidal region of the trabeculae. 
These plates form at first a continuous lateral wall of the cranium. 
At the front end of the brain they are continued inwards, and more 
or less completely sepamte the true cranial cavity from the nasal 
region in front. The region of the cartilage forming the anterior 
boundary of the cranial cavity is known as the lateral ethmoid 
region, and it is always perforated for the passage of the olfactory 
nerves. 

The cartilaginous walls which grow up from the trabecular floor 
of the cranium generally extend upwards so as to form a roof, 
though almost always an imperfect roof, for the cranial cavity. In the 
higher types, in Mammals more especially, this roof can hardly be 
said to be formed at all. The region of the trabeculaj in front of the 
brain is the ethmoid region. The bisal part of this region forms an 
internasal plate, from which an internasal septum may grow up 
(tig. 32G). To its sides the olfactory capsules are attached, and there 
are usually lateral outgrowths in front forming the trabecular cornua, 
while from the posterior part of the ethmoidal plate, forming the 
anterior boundary of the cranial cavity, there often grows out a pre- 
frontal or lateral ethmoidal process. 

These and other j)rocesse.s growing out from the trabecnlce have 
occasionally been regarded as rudimentary pneoral branchial arches. I 
have already stated it as my view that the existence of branchial arches 
ill this region is highly improbable, and 1 may add that the development 
of these structures as outgrowths of the tkiill is in it‘-e)f to my mind a nearly 



Fig. 327. Skull of adult Doofibh, sidk view. (From Parker.) 

O.C. occipital condyle ; Au» periotic capsule ; Pt.O. pterotic ridge ; Sj).0, sphenotic 
process; S,Or. supraorbital ridge; Na. nasal capsule ; P.N, prenasal cartilage ; II, optic 
foramen; V, trigeminal foramen ; PLPt., Qu, pteiy go-quadrate arcade ; itf. PL meta- 
pterygoid ligament (including a small cartilage); Pl,Tr. ethmo-palatine or palato- trabe- 
cular ligament; Jl/cfe. lower jaw; Sp. spiracle; /i.3r. hyomandibular; C.i/y. ceratohyal ; 

mandibulo-hyoid ligament; P/lP/*. pbaryngobranchial ; i^'.Pr. epibranchial; C.hr, 
ceratobranchial ; H.Br. hypobranchial ; P.Pr. basibranchiai ; Ex,Br, extrabranchial ; 
labial cartilages ; the dotted lines within Mch. indicate the basihyal. 
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conclusive argument against their being brancliial arches, in that true 
branchial arches hardly ever or perhaps never arise in this way. 

The sense capsules. The most important of these is the auditory 
capsule, which, as we have seen, fuses intimately with the lateral walls 
of the skull. In front there is usually a cleft separating it from the 
alisphenoid region of the skull, through which the third division of 
the fifth nerve passes out. This cleft becomes narrowed to a small 
foramen (fig. 327, V), The sclerotic cartilage is always free, but pro- 
foundly modifies the region of the cranium near which it is placed. 
The nasal investment forms in Elasmobranchs (fig. 327, Na) a capsule 
open below, and continuous with the ethmoid region of the trabeculae. 
In most types however it becomes more closely united with the 
ethmoid region and the accessory parts belonging to it. 

The cartilaginous cranium, the development of which has been 
thus briefly traced, persists in the adult without even the addition of 
membrane bones in the Cyclostomata, Elasmobranchii (tig. 327) and 
Holocephali. In the Selachioid Ganoids it is also found in the adult, 
but is covered over by membrane bones. In all other types it is 
invariably present in the embryo, but becomes in the adult more or 
less replaced by osseous tissue. 

BrancMal skeleton. 

The most primitive type of branchial skeleton in any existing 
form would appear to be that of the Petromyzonida\ which is deve- 
loped in a su})erficial subdermal tissue, and consists of a series of bars 
united by transverse pieces, so as to form a basket-work. It is known 
as an extra-branchial system, and an early stage of its development in 
the Lamprey is shewn in fig. 47. In the higher forms this system is 
re})laced by a series of bars, known as the brar.chial bars, so situated 
as to afford support to the successive branchial pouches. Outside 
these bars there may be present in some primitive forms (Elasmobran- 
chii) cartilaginous elements which are supposed to be remnants of the 
cxtra-branchial system (fig. 327, Ea'.Br ) ; while a series ('f membrane 
bones is also usually added to them, wiiich will be dealt with in a 
separate section. The branchial bars are developed as simple carti- 
laginous rods in the deeper parts of the mesobla.st which constitutes 
the primitive branchial arches. 

The position of the branchial bars in relation to the somatoplcnre and 
splanchnopleure can bci determined from their l elation to the so-called Lead 
cavities. These cavities atropliy before tlie formation of the cartilaginous 
branchial bars, but it will be obseiwed (tig. 328), that the artery of each 
arch (aa) is placed on the inner side of the head cavity The cartila- 

ginous bar arises at a later period on the inner side of the artery, and 
therefore on the inner side of the section of the body cavity primitively 
present in the arclies. 

An anterior arch, known as the mandibular arch, placed in front 
of the hyo-mandibular cleft, and a second arch, known as the hyoid 
aich, placed in front of the hyo-branchial cleft, arc developed in all 
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types. The succeeding arciies are known as the true branchial arches, 
and are only fully developed in the Ichthyopsida. 

In some Sharks (Notidani) seven branchial arches may be present 
(not including the hyoid and mandibular). In other Ichthyop- 
sida five are usually present, in the embryo at any rate, while in the 
Amniota there are usually two or three post-hyoid membranous 

arches, in the interior of which a carti- 



laginous bar is usually formed. The 
general form of these bars at an early 
stage of development is shewn in the 
dog-fish (Scyllium) in fig. 329. 

The simple condition of these bars in 
the embryo renders it highly probable that 
forms existed at one time with a simple 


Fio. .S28. Horizontal sec- branchial skeleton of this kind : at the 


TION THROUGH THE PENULTI- 
MATE VISCERAL ARCH OF AN EM- 
BRYO OP PRISTIURUS. 

ej). epiblast; rc. pouch of 
hypoblast which will form the 
walls of a visceral cleft; pp. 
segment of body-cavity in vis- 
ceral arch ; eta. aortic arch. 


present day however such forms no longer 
exist. The first arch has in all cases 
changed its function and has become con- 
verted into a supporting skeleton for the 
mouth ; the hyoid arch, though retaining 
in some forms its branchial function, has 
in most acquired additional functions and 


has undergone in consequence various peculiar modifications. The 
true branchial arches retain their branchial functions in Pisces and 



some Amphibia, but are second- 
arily modified and largely ab- 
orted in the abranchiate forms. 
Since the clianges undergone 
by the true branchial bars are 
far less complicated than those 
of the hyoid and mandibular 
bars it will be convenient to 
treat of tliem in the first in- 
stance. 


Pig. 329. Head of embryo Dogfish, These bars are as already 

11 LINES LONG. (From Parker. ) inese oars are, as airea^iy 

Tr. trabecula; Vl.Pt. pterygo quadrate ; mentioned, most numerous m 

M.PU metapterygoid region; Mn. mandi- Certain very primitive forms 

bular cartilage ; H%j. hyoid arch; Dr. 1. first (seven in Notidanus), while as 

branchial arch; Sp. mandibulo-hyoid cleft ; ascend tlie series there is a 

Cl^. hyo-branchial cleft; Lch, groove below asccnu Llie series tiiere IS a 

the eye; olfactory rudiment; E. eyeball; gradual tendency for the pos- 
.4 w. auditory mass; C 1, 2, 3. cerebral vesi- terior of them to disappear. 

Thia tendency is the result of 
a gradual atrophy of the pos- 
terior branchial pouches, which commenced at a stage in the 
evolution of the Chordata long prior to the appearance of carti- 
laginous or osseous branchial bars, and reaches its climax in the 


Amniota. 


In a fully developed branchial bar the primitively simple rod of 
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cartilage becomes divided into a series of segments, usually four, 
articulated so as to be more or less mobile : and either remaining 
cartilaginous or becoming partially or wholly ossified. Each bar (fig. 
327) forms a somewhat curved structure, embracing the pharynx. 
The dorsal and somewhat horizontally placed segment is known as the 
pharyngobranchial {Ph.Br), the next two as the epibranchial (E.Br) 
and cevatobranchial (C.Br), and the ventral segment as the hypo- 
branchial {H.Br). There is also typically present a basal unpaired 
segment, uniting the bars of the two sides, known as the basibranchial 
(B.Br). The arches often bear cartilaginous rays which support the 
gill lamellae. 

In Teleostei dental plates are usually developed as an exoskeletal 
covering on parts of the branchial arches. 

In the Amphibia four or three branchial arches are present in the 
embryo. 'Fhese parts are more or less completely retained in the 
Perennibranebiata and Caducibranchiata, but in the Myctodera and 
Anura they become largely reduced, and entirely connected with the 
hyoid. 

In the Anura they never reach any considerable development, and 
are soon reduced to a plate (fig. 330) — the coalesced basiliyal and 
basi- branchial plate — the pos- 
terior processes of which re- 
present the remnants of the 
branchial arches. 

According to Parker the j)OH- 
terior process of this plate in the 
adult is a remnant of the fourth 
hrauchial bar; the next one is 
the third branchial bar, while the 
anterior lamina behind tlie hyoid 
is stated by liiin (though this is 
somewhat doubtful) to be a rem- 
nant of the first two bars. 

In the Aniniota, the bran- 
chial arches become still ihore 
degenerated, in correlation with 
the total disappearance of a 
branchial respiration at all 
of life. Their remnants 
more or loss important 
parts of the hyoid bone, and 
are solely employed in support of tlio tongue. Their basal portions 
nre best preserved, forming parts of the body of tbe hyoid. The 
posterior (thyroid) cornua of the hyoid are remnants of the true 
arches. Of these there are two in the Clielonia and Lacertilia, and 
one in the Aves and Mammalia. In Aves the cornu formed from 
the first branchial arcli (fig. 331 ebr) is always larger than that of the 
true hyoid arch (c/i). 


periods 

l)ecoine 



Fig. 330. Young Frog, with tail just 

ABSORBED ’, BIDE VIEW OF SKULL. (From 

Parker.) 

All. auditory capsule; in front of it is 
the cranial side wall ; A.N. external nostril ; 

stapes; Mck. Meckelian cartilage ; B.Hy. 
hasih.vobrauchial plate ; St.Hy. stylohyal 
or ceratohyal ; Br.l. first branchial arch. 

Bones: exoccipital; Pr.O. prootio; 

Pa. parietal; /•>. frontal ; Na. nasal; Ptnx. 
premaxillary; il/j*. maxillary; Pf. pterygoid ; 
Sq. squamosal ; Qu,Ju. quadratojugal ; Art. 
articular; D. dentary. 
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Mandibular and Hyoid arches. 



Fifi. View euom below of the bban- 

UHIAL HKELETOX f)K THE SKULL OF A FoWL ON 
THE FouiiTii jJAY OF iNuu uATiuN. (After ParkcF.) 

cvl. cerebral vesicles; v. eye; /'h. fronto- 
nasal process ; }{. nasal pit; tr. tiubecTibo; jfiit. 
pituitary space ; vir. superior luaxilhiry jo o- 
cBHs; pr/. pteryt'oid; pri. palatine; 7 . iiiia- 
rlrate ; ink. MeckeVs cartilage; cfi. ceiato-liyul ; 
h/i. biisi-hyal; fhr. CL’ralo-brancliial ; chr. 
proximal portion of thf; carLilage in the third 
visceral (first liranchial) arch ; bhr. hasibran- 
ohial ; 1 . first visceral cleft ; 2 . second visceral 
cleft ; 3. third vi.sceral arch. 


Thu aJfiptM Lions of IkHii thu 
m.'indibular and liyoid bars, 
to functions entirely distinct 
from those which they primi- 
tively served, are most re- 
markable ; and the adapta- 
tions of the two bars are in 
many cases so intimately 
bound together, that it is not 
possible to treat them sepa- 
rately. 

The mostimportant change 
of function is undniihtedJy 
that of the mandibular arch, 
which becomes entirely con- 
verted into a skeleton for the 
jaws. It may be noted as a 
peculiarity of the mandibular 
arcli that it is never provided 
with an unpaired basal ele- 
ment. 

The simplest forms of 
inetamoipliDsis are those un- 
dergone by Elasrnohranchii, 
of which the Dog-fish (Scyl- 
liuin) and Skate (Raja) have 
been studied (Parker, No. 456). 
In some of these forms, e.r/. 
the Skate, part of the man- 
dibular bar is still related 


to the hyo-mandibular cleft (the spiracle). 

Elasmobranchii. In Scyllium the hyoid and mandibular arciirs 
are at first very similar to those which follow. Soon however each of 
lliein sends an anteriorly directed dorsal process (Hg. M25)). The 
regions which may be distinguished owing to the growth of these 
processes have receivLMl names from ossifications in them which are 


found in other tVjie.s. The anterior process of the inanilibular arch 
is known as the ]) terygo-quadrate bar (Pl.Pt) ; tlie dorsal end of 
the primitive bar hum which it starts (Af.Pt) is known as the 
metapterygoid process; while the ventral end of the bar forms 
the Meckelian ciirtilagG. The upper end of the hyoid arch is 
knr)wii as the hyomandibular. 

In a somewhat later stage changes take place which cause these 
parts practically to assume the adult form (Hg. 327). The mandibular 
arch bticomes segiuented at its bend into (1) a pterygo-quadrate bar 
{Pl.Pt) Avliich grows forwanls in front of tlie inoutli, and forms an 
upper jaw, and (2) a MecUdiaii cartilage {Ahk) which is placed hcdiiiid 
the mouth, and forms a lower jaw. The two jaws are articulated 
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together, and the cartilages of the two sides composing them meet 
each other distally. 

At the articulation of the Meckelian cartilage with the quadrate 
part of the pterygo-quadrate is situated a ligament {M,Pt)^ which takes 
the place of the metapterygoid process of the previous stage, and passes 
up on the anterior side of the spiracle, to be attached to the cranium 
in the front part of the auditory region. This ligament, which is 
supplemented by a second ligament the ethmopalatine ligament, 
piissing from the pterygo-quadrate bar to the antorbital region of the 
skull, is not the most important support of the jaw. The main sup- 
port is, on the contrary, given by the hyoid arch; the hyomandibular 
segment of which {ILM) as well as the adjoining segment (cerato- 
hyoid G.Hy) are firmly attached by ligament to the mandibular arch. 
The hyomandibular is articulated with the cranium beneath the 
pterotic ridge {Pt. 0), 

In the type just described, the hyoid and mandibular arches 
undergo less modification than in almost any other case. The 
hyoid arch has altered its form, but retains its respiratory func- 
tion. It has however accpiired the secondary function of supporting 
the mandibular arch. The mandibular arch is divided into two 


elements, which form respectively the upper and lower jaws. It is 
not directly articulated with the skull, and its mode of support by the 
hyoid arch has been called by Huxley (No. 445) hyostylic. 

The development of the hyoid an<l mandibular arches in the 
Skate is characterised by a few important features (fig. 333). The 
anterior element of the hyoid 

arch, which forms the hyoman- ^ Sp 

dibular (//.M), becomes entirely 

separate from the posterior part I /// 

of the arch, and only serves to \ _ 'r {\//y 

support the jaws. The poste- '“’I"" 
rior part of the arch {Hy) V 
carries on the respiratory func- 

tions of the hyoid, and is closely ^ ^ \ 

connected with the first bran- 

chial arch. The upper or me- ^ 

tapterygoid element of the f Skaib, ij 

mandibular arch {M.Pt) has a „ _ traWula-. Pl.Pt. uterveo-auadrate 


tapterygoid element of the f Skaib, ij 

mandibular arch {M.rt)has a traWa; Pl.Pt. pterygo-quadrate 

considerable development, and, bar; Mn, mandibular bar; M,Pt, meta* 
becoming separated from the pterygoid cartilage; II. M. hyomandibu- 
remainder of th« arch forms a 

mass 01 cartilage with one or cleft or spiracle ; Pn. pineal gland ; An. au- 
two branchial rays, in the front ditory vesicle; G. 1, c\2, and C.3. vesicles of 
wall of the spiracle, and con- thebram.^ 

stitutes a section of the mandibular arch still retaining traces 
of its primitive function in supporting the wall of a branchial 
pouch. 

Although the <leveloprnent of other Ela.^iinobranch types is not 
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known, it is necessary to call attention to the mode of support of the 
mandibular arch in certain forms, notably Notidanus, Hexanchus 
and Cestracion, where the pterygo-quadrate region of the mandibular 
arch is directly articulated to the cranium between the optic and tri- 
geminal foramina. In the two former genera the metapterygoid region 
of the arch is moreover continuous with the pterygo-quadrate, and 
articulates with the post-orbital process of the auditory region of the 
skull. In spite of these attachments the mandibular arch continues 
to be partially supported by the hyomandibular. The skulls in which 
the mandibular arch has this double form of support have been called 
by Huxley am phi sty lie. 

Considering the in many respects primitive characters of the 

forms with amphistylic 
skulls it seems not 
improbable that they 
preserve the original 
mode of support of the 
mandibular arch ; from 
which differentiations 
in two directions have 
taken place, viz. dif- 
ferentiations in the 
direction of a complete 
support of the mandi- 
bular arch by the hyoid, 
which is characteristic 
of most Elasmobranchii 
and, as will be shewn 
below, of Ganoidei and 
Teleostei ; and differ- 
entiations towards a 
direct articulation or 
attachment of the man- 
dibular arch to the 
cranium, without the 
intervention of the 
hyoid. The latter mode 
of attachment is called 
by H uxley a u t o s t y 1 i c. 
It is found in Holo- 

Teleostei. In addition to that of Elasmobranchii, the skull of the 
Salmon is the only hyostylic skull in which, by the admirable investi- 
gation of Parker (No. 45 1)> fhe ontogeny of the hyoid and mandibular 
bars has been satisfactorily worked out. Apart from the presence of 
a series of membrane bones, the development of these bars agrees on 
the whole with the types already described. 

The hyoid arch, tliough largely ossified, undergoes a process of 


S.Or 



Fig. 834. Cranial skeleton of a Salmon fry, second 

WEEK AFTER IIATCniNG J MEMIUIANE BONES, EYEBALLS, AND 
nasal SACS REMOVED. (Fioiii Parker.) 

T.Cr. tegraeii craiiii ; S.Or. supraorbital band ; Fo. 
superior fontanelle ; An. auditory capsule; Pa.ch. 
parachordal cartilage ; Ch. notochord ; Tr. trabecula ; 
above the trabecula, the interorbital septum is seen, 
passing into the cranial wall al)ove and reaching the 
supraorbital band ; II. optic foramen ; V. trigeminal 
foramen; P, V^. labial cartilages; PLVt. palatopterygoid 
bar ; M.Pt. metapterygoid tract ; Qn. quadrate region ; 
Mck. Meckelian cartilage ; H.M. hyomandibular carti- 
lage ; Sij. symplectic tract ; Lily, interhyal ; G.Hy. 
ceratohyal; H./i?/. bypohyal ; G.fij/. glossohyal; Br, l. 
lirst branchial arch. 


cephala, Dipnoi, Amphibia and the Amniota. 
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development very similar to that in Raja. It is formed as a simple 
cartilaginous bar, which soon becomes segmented longitudinally 
into an anterior and a posterior part (fig. 334). The former consti- 
tutes the hyomandibular {H,M)y while the latter, becoming more and 
more separated from the hyomandibular, constitutes the hyoid arch 
proper; owing to the disappearance of the hyobranchial cleft, it 
loses its primitive function, and serves on the one hand to support 
the operculum covering the gills, and on the other to support the 
tongue. It becomes segmented into a series of parts wdiich are ossi- 
fied (fig. 335) as the epiceratohyal {ep.h) above, then a large cerato- 
hyal (c7/), followed by a hypohyal Qih), while the median ventral 
element forms the basi- or glossohyal {g.h). 

The hyomandibu- 
lar itself is articulated 


with the skull below 
the pterotic process (fig. 
334, LLM). Its upper- 
element ossifies as the 
hyomandibular(fig.335, 
li,m)y while its lower 
part (fig. 334, which 
is firmly connected with 
the mandibular arch, 
ossifies as the syrn- 
plectic (fig. 335, sy). A 
connecting element be- 
tween the two parts of 
the hyoid bar forms an 
interliyal [ih). 

There are more im- 
portant differences in 
the development of the 
mandibular arch in 
Elasmobranchii and 
the Salmon than in 



Fig. 335. Young Salmon of the first summer, 

ABOUT 2 INCHES LONG ; SIDE VIEW OF SKULL, EXCLUDING 

BRANCHIAL ARCHES. (From Parker. ) 

The palato-mandibular and hyoid tracts are de- 
tached from their proper situations, a line indicating 
the position where the hyomandibular is articulated 
beneath the pterotic ridge. 


that of the hyoid arch, 
in that, instead of the 
whole arcade of the 
upper jaw being formed 
from the mandibular 
arch, a fresh element, 
in the form of an in- 
dependently developed 
bar of cartilage, com- 
pletes the upper arcade 
in front ; but even with 
this bar the two halves 
of the upper branch of 


ol. olfactory fossa; c.tr. trabecular cornu; ul^.uP, 
upper labial cartilages ; presphenoid tract ; t.cr, 
tegmen cranii; s.o.b. supraorbital band; fo. superior 
fontanelle; n.c. notochord; 5.o. basilar cartilage ; tr. 
trabecula ; p.c. condyle for palatine cartilage ; 5. tri- 
geminal foramen ; la. facial foramen ; 8. foramen for 
glossopharyngeal and vagus nerves; mk. Meckelian 
cartilage ; op.c. opercular condyle. 

Bones: C.o. exoccipital; s.o. supraoccipital ; e.p. 
epiotic; pt.o. pterotic; ap.o. sphenotic ; op. opisthotic; 
pro. prootio; h.s, basispheiioid ; al.s. alisphenoid; o.s. 
orbitosphenoid ; l.e. ectethmoid or lateral ethmoid; 
pa. palatine ; pg. pterygoid ; m.pg. mesopterygoid ; 
mt.pg. metapterygoid ; qu. quadrate ; ar. articular ; 
h.m. hyomandibular; sy. symplectic; i.h. interhyal ; 
ep.h. epiceratohyal; c.h. ceratohyal; h.h. hypohyal; 
g.h. glosso- or basihyal. 
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the arch do oot meet anteriorly, but are separated by the ends of the 
trabecule. 

The anterior bar of the upper arcade is known as the palatine ; 
but it appears to me as yet uncertain how far it is to be regarded 
as an element, primitively belonging to the upper arcade of the 
mandibular arch, which has become secondarily independent in its 
development; or as an entirely distinct structure which has no 
counterpart in the Elasmobranch upper jaw. The latter view is 
adopted by Parker and Bridge, and a cartilage attached to the 
hinder wall of the nasal capsule of many Elasniobranchii is identified 
by them with the palatine rod of the Teleostei. 

The arch itself is at first very similar to the succeeding arches ; 
its dorsal extremity soon however becomes broadened, and providetl 
with an anteriorly directed process. This part (fig. 334, M.Pt and Qu) 
is then segmented from the lower region, and forms what may be 
called the pterygo-quadrate cartilage, though not completely homo- 
logous with the similarly named cartilage in Elasmobranchs ; while 
the lower region forms the Meckelian cartilage (Mck), which has 
already grown inwards, so as to meet its fellow ventrally below the 
mouth. The whole arch becomes at the same time widely separated 
from the axial parts of the skull. 

Nearly simultaneously with the first differentiation of the mandi- 
bular arch, a bar of cartilage — the palatine bar already spoken of — is 
formed on each side, below the eye, in front of the mouth. The 
dilated anterior extremity of this bar soon comes in contact with an 
anterior process of the trabeculae, known as the ethmopalatine process. 

In a later stage the pterygoid end of the pterygo-quadrate car- 
tilage unites with the distal end of the palatine bar (fig. 334, Pl.Pt), 
and there is then formed a continuous cartilaginous arcade for the 
upper jaw, which is strikingly similar to the cartilaginous upper jaw 
of Elasmobranchii. 

A large dorsal process of the primitive pterygo-quadrate now 
forms a large metapterygoid tract (ALPt); while the whole arch be- 
comes firmly be und to the hyomandibular (//.#). 

In the later stages the parts formed in cartilage become ossified 
(fig. 335). The palatine is first ossified, the pterygoid region of the 
pterygo-quadrate is next ossified as a dorsal mesopterygoid {m.pg) 
and a ventral pterygoid proper (pg). The quadrate region, articu- 
lating with the Meckelian cartilage, becomes ossified as a distinct 
quadrate {qu)y while the dorsal region becomes also ossified as a meta- 
pterygoid (mtpg). 

In the Meckelian cartilage a superficial ossification of the ventral 
edge and inner surface forms an articulare (ar); but the greater part 
of the cartilage persists through life. 

Some of the above ossifications, at any mte those of the palatine and 
pterygoid, seem to be started by dental osseous plates adjoining the carti- 
lage. They will be spoken of further in the section dealing with the mem- 
brane bonea 
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Amphibia. The development of the antostylic piscine skulls 
has unfortunately not yet been studied ; and the most primitive 
autostylic types whose development we are acquainted with are those 
of the Amphibia ; on which a large amount of light has been shed 
by the researches of Huxley and Parker. 

The modifications of the hyoid arch are comparatively simple and 
uniform. It forms a rod of cartilage, which soon articulates in front 
with the quadrate element of the mandibular arch, and is subse- 
quently attached by ligaments both to the quadrate and to the 
cranium. In those Amphibia in which external gills and gill clefts 
are lost, it fuses with the basal element of the hyoid (fig. 330), 
which, together with the basal portions of the following arches, 
forms a continuous cartilaginous plate. On the completion of these 
changes the paired parts of the hyoid arch have the form of two 
elongated rods, known as the anterior cornua of the hyoid, which 
attach the basihyal plate to the cranium behind the auditory capsule. 

It is still uncertain whether there is any distinct eleiiieut corresponding 
to the hyomandibular of fishes. 

Parker holds that the columella auris of the Anura is tlie hoinologiie 
of the hyomandibular. The columella develops comparatively late and 
independently of tlie remainder of the hyoid arch, but the similarity 
between its relations to the nerves and those of the hyomandibular is 
put forward by Parker as an argument in favour of his view. Tlio 
early ligamentous connection between the quadrate and the upper end of 
the primitive hyoid is however an argument in favour of regarding the 
upper end of the primitive hyoid as the hyomandibular element, not 
separated from the remainder of the arch. 

The history of the mandibular arch is more complicated than 
that of the hyoid. The part of it which corresponds with the upper 
jaw of Elasmobranchii exhibits most striking variations in develop- 
ment ; so striking indeed as to suggest that the secondary modifica- 
tions it has undergone are sufficiently considerable to render great 
caution necessary in drawing morphological conclusions from the pro- 
cesses whicli are in some instances observable. A more satisfactory 
judgment on this point will be possible after the publication of a 
memoir with which Parker is now engaged on the skulls of the 
different Anura. 

The membrane bones applying themselves to the sides of the 
mandibular arch are relatively far more important than in the lower 
types. This is especially the case with the upper jaw where the 
maxillary and premaxillary bones functionally replace the primitive 
cartilaginous jaw ; while membranous pterygoids and palatines apply 
themselves to, and largely take the place of, tlie cartilaginous palatine 
and pterygoid bars. 

Two types worked out by Parker, viz. the Axolotl and the com- 
mon Frog, may be selected to illustrate the development of the 
mandibular arch. 

In the Axolotl, which may be taken as the type fur the Urodela, 
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the mandibular arch is constituted at a very early stage of (1) an 
enlarged dorsal element, corresponding with the pterygo-quadrate of 

the lower types, but usually 
known as the quadrate; and (2) 
a ventral or Meckelian element. 
The Meckelian bar very early 
acquires its investing bones, while 
the dorsal part of the quadrate 
becomes divided into two charac- 
teristic processes, viz. an anterior 
dorsal process which growls to- 
wards and soon permanently fuses 
with the trabecular crest, and a 
posterior process known as the 
otic process, which applies itself 
to the outer side of the auditory 
region. The anterior of these 
processes, as pointed out by 
Huxley, is probably homologous 
with the anterior process of the 
pterygo-quadrate bar in Noti- 
danus, which articulates with the 
trabecular region of the cranium, 
while the otic process is homo- 
logous with the metapterygoid 
process. Hardly any trace is pre- 
sent of an anterior process to form 
a pterygoid bar, but dentigerous 
plates forming a dermal palato-pterygoid bar have already appeared. 

At a somewhat later stage a fresh process, called by Huxley the 
pedicle, grows out from the quadrate, and articulates with the ventral 
side of the auditory region (fig, 336, pd). Shortly afterwards a rod 

of cartilage grows forward from 
the quadrate under the mem- 
branous pterygoid (py)^ which 
corresponds with the cartilaginous 
pterygoid bar of other types (fig. 
336), and an independent pala- 
tine bar, arising even before the 
pterygoid process, is formed imme- 
diately dorsal to the dentigerous 
palatine plate (pd), and is attach- 
ed to the trabecula. These two 
bars eventually meet, but never 
become firmly united to the more 
impoftantmembranebones placed 
superficially to them. 

The mandibular arch in the 


Fio. 336. Young Axolotl, 2,^ inches 
long; under view of skull, dissected, 

THE LOWER JAW AND GILL ARCHES HAVING 
BEEN REMOVED. (FroiH Parker.) 

nc. notochord ; oc.c. occipital condyle ; 
f.o. fenestra ovalis; sL stapes; tr. trabe- 
cular cartilage ; i.n. internal nares ; c,tr. 
cornu trabeculaD ; pd. pedicle of quadrate ; 
q. quadrate ; pcf. outline of pterygoid car- 
tilage; 5'. orbito-nasal nerve; 7. facial 
nerve. 

Bones : parasphcnoid ; e,o. exoc- 

cipital ; v. vomer ; px. premaxillary ; mx, 
maxillary ; pa. palatine ; pg. pterygoid. 



^ JKr 

Fig. 337. Embryo Frog, just before 

HATCHING ; SIDE VIEW OP HEAD, WITH SKIN 
REMOVED. (From Parker.) 

Na. olfactory sack; E. involution for 
eyebaU ; Au. auditory sack ; Tr. trabecula ; 
Mm. mandibular ; Hy. hyoid ; Br.I. first 
branchial arch; the gill-buds are seen 
on the first two branchial arches ; 1. labial 
cartilages. 
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Frog stands, so far as development is concerned, in striking contrast 
to the mandibular arch of the Axolotl, in spite of the obvious 
similarity in the arrangement of the adult parts in the two types. 

I 4 the earliest stage it forms a simple bar in the membranous 
mandibular arch, parallel to and very similar to the hyoid bar behind 
(fig. 337, Mn), In the next stage observed, that is to say in Tadpoles 
of four, five, to six lines long, an astonishing transformation has 
taken place. The mandibular arch (fig. 338) is turned directly 
forwards parallel to the trabecula, 
to which it is attached in front 
{p.pg) and behind {pd). The 
proximal part of the arch thus 
forms a subocular bar, and the 
space between it and the trabe- 
cula a subocular fenestra. In 
front of the anterior attachment 
it is continued forwards for a 
short distance, and to the free 
end of this projecting part is 
articulated a small Meckelian 
cartilage directed upwards [mk)» 

The Meckelian cartilage is at 
this stage placed in front of the 
nasal sacks, in the lower lip of 
the suctorial mouth. The greater 
part of the arch, parallel with 
the trabecuhe, is equivalent to 
what has been called in the Axo- 
lotl. the quadrate, while its an- 
terior attachment to the trabe- 
culae is the rudiment of the 
palato-pterygoid cartilage. The 
posterior attachment is known as 
the pedicle. 

The condition of the mandibular 
arch during this and the next stage 
(fig. 339) is very perplexing. Its 
structure appears adapted in some 
way to support the suctorial mouth of the Tadpole. 

Reasons have been offered in a previous part of this volume for sup- 
posing that the suctorial mouth of the Tadj>ole is probably not simply a 
structure secondarily acquired by this larva, but is an organ inherited from 
ail ancestor provided through life with a suctorial mouth. 

The question thus arises, is the peculiar modification of the mandibular 
arch of the Tadpole an inherited or an acquired feature ? 

If the first alternative is accepted we should have to admit that the 
mandibular arch became first of all modified in connection with the 
suctorial mouth, before it was converted into thr> jaws of the Gnatho- 

B. K. If. 31 



Fio. 338. Tadpolk or Common Toad, 

ONK-THIRD or AN INCH LONG; CRANIAL AND 
MANDIBULAR CARTILAGES S?:BN FROM ABOVE ; 
THE PARACHORDAL CARTILAGES ARE NOT VET 
DEFINITE, (From Parker.) 

nc. notochord ; ms. muscular segments ; 
au. auditory oapsule ; py. region of pi- 
tuitary body ; tr. trabecula ; c.tr. cornu 
trabeculas ; p.py. palatopterygoid bar ; pd. 
pedicle ; q. quadrate condyle ; mk. Meck- 
eliaii piece of mandibular arch ; s.o.f. 
suhocular fenestra ; u.l. upper labial car- 
tilage. The dotted circle within the qua- 
drate region indicates the position of the 
internal nostril. 
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stomata; and that the peculiar history of this arch in the Tadpole is a 
more or less true record of its phylogenetic develoyunent. In favour of this 
view is the striking similarity which Huxley has )>ointed out between 
the oral skeleton of the Lamprey and that of the Tadpole; and certain 
j>eculiarities of the mandibular arch of Chimaera and the Dipnoi can perhaps 
best be explained on the supposition that the oral skeleton of these forms 
has arisen in a manner somewhat similar to that in the Frog ; though with 
reference to this point further developmental data are much required. 

On the other hand the above suppositions w’ould necessitate our 
admitting that a great abbreviation has occurred in the development of 
the mandibular arch of the otherwise more primitive Urodela; and that 
the simple mode of growth of the jaws in Elasmobranchii, from the 
primitive mandibular arch, is phylogenetically a much abbreviated and 
modified process, instead of being, as usually su2)posed, a true record of 
ancestral history. 

If the view is accepted that the characters of the mandibular arch of 
the Tadpole are secondary, it will be necessary to admit that the adaptation 
of the mandibular arch to the suctorial mouth took place after the suctorial 
mouth had come to be merely a larval organ. 

In view of our imperfect knowledge of the development of most Piscine 
skulls I would refrain from expressing a decided opinion in favour of 
either of these alternatives. 


As the tail of the Tadpole gradually disappears, and the meta- 



morphosis into the Frog 
becomes accomplished, the 
mandibulararch undergoes 
important changes (fig. 
339) : the palato-pterygoid 
attachment ipapg) of the 
quadrate subocular bar be- 
comes gradually elongated; 
and, as it is so, the front 
end of the subocular bar 
{su) rotates outwards and 
backwards, and soon forms 
a very considerable angle 
with the trabeculae. The 


Fig. 339. Tadpole with tail beginning to 

SHRINK ; BIDE VIEW OP SKULL WITHOUT THE BRAN- 
CHUL ARCHES. (From Parker.) 

n,c notochord ; au, auditory capsule ; between 
it and eth, the low cranial side wall is seen ; eth. 
ethmoidal region ; st, stapes ; 5. trigeminal fora- 
men ; 2* optic foramen ; ol, olfactory capsules, both 
seen owing to slight tilting of the skull ; c.tr, cornu 
trabeculse; u.l, upper labial, in outline; «u. suspen- 
sorium (quadrate) ; pd, its pedicle ; ot.pr. its otic 
process; or.p. its orbitar process; t,m, temporal 
muscle, indicated by dotted lines passing beneath 
the orbitar process; pa,pg, paJatopteiygoid bar; 
mk, Meckelian cartilage ; 1,1, lower labial, in out- 
line; c,h, oeratohyal; b,h, basihyaL The upper 
outline of the head is shewn by dotted lines. 


Meckelian cartilage {mk) 
at its free end becomes at 
the same time considerably 
elongated. These processes 
of growth continue till (fig. 
330) the palato-pterygoid 
bar {Pt) forms a subocular 
bar, and is considerably 
longer than the original 
subocular region of the 
quadrate; while the Meck- 
elian cartilage {Mck) has 
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assumed its permanent position on the hinder border of the no longer 
suctorial mouth, and has grown forwards so as nearly to meet its 
fellow in the median line. 

The metapterygoid region of the quadrate gives rise to a posterior 
and dorsal process (fig. 339, otpr), the end of which is constricted oflF 
as the tympanic annulus (fig. 340, a.t)\ while the proximal part of 
the process remains as the 
otic (metapterygoid) pro- 
cess, articulating with the 
auditory cartilage. 

The pedicle {pd) retains 
its orginal attachment to 
the skull. 

The palato-pterygoid 
soon becomes segmented 
into a transversely placed 
palatine, and a longitudi- 
nally placed pterygoid (fig. 

340). With the exception 
of a few ossifications, which 
present no features of 
special interest, the parts 
ot the mandibular arch Fig, 340 . Young Frog, near end of first 
have now reached their summer; upper view of skull, with left man- 




final condition, which is 
not very different from that 
in the Axolotl. 

Sauropsida. In the 
Sauropsida the modifica- 
tions of the hyoid and 
mandibular arches are 


DIBLE REMOVED, AND THE RIGHT EXTENDED OUTWARDS. 

(From Parker. ) 

h.o, basioccipital tract; s.o. supraoccipital 
tract ; fo. frontal fontanelle ; e.n. external nostril ; 
internal to it, internasal plate ; a.t. tympanic 
annulus. 

Bones: exoceipital; pr.o. prootic, partly 

overlapped by p. parietal ; /. frontal ; eth. rudi- 
ment of sphenetlimoid ; na. nasal ; pmx. premax- 


fairlv uniform illary; mx. maxillary; pg. pterygoid, partly en- 

T * X c xL sheathing the reduced cartilage ; q.j. quadratojugal ; 
Ihe lower part 01 tne squamosal; ar. articular; d. dentary; rn.vik. 
hyoid arch, including the mento-Meckelian. 
basihyoid, unites with the 

remnants of the arches behind to form the hyoid bone, to which it 
contributes the anterior cornu and anterior part of the body. 


The columella is believed by Huxley and Parker to represent, 
as in the Anura, the independently developed dorsal (hyomandibular) 
element of the hyoid, together with the stapes with which it has 


become united ^ 


^ The strongest evidence in favour of Huxley’s and Parker’s view of the nature of 
the columella is the fusion in the adult Sphenodon of the upiier end of the hyoil with 
the columella (vide Huxley, No. 445). From an examination of a specimen in the 
Cambridge museum I do not feel satisfied that the fusion is not secondary, but have 
not been able to examine the junction of the hyoid and columella in section. For a 
different view to that of Huxley vide Peters, “Ueb. d. Gehorknoohelchen u. ihr 
Verhaltniss zu. Zungenbeinbogen b. Sphenodon.” Berlin Alonatsherichte^ 1874. 

31—2 
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The membranous mandibular arch gives off in the embryos of all 
the Sauropsida an obvious bud to form the superior maxillary pro- 
cess, and the formation of this bud appears to represent the growth 
forwards of the pterygoid process in Elasmobranchii, which is indeed 
accompanied by the formation of a similar bud ; but the skeletal rod, 
which appears in the axis of this bud, is as a rule independent of 
that in the true arch (fig. 331, The former is the pterygo- 

palatine bar ; the latter the Meckelian and quadrate cartilages. 

The pterygo-palatine bar is usually if not always ossified directly, 
without the intervention of cartilage. 

Born has recently shewn that Parker was mistaken in supposing that 
the palato-pterygoid bone is cartilaginous in Birds. In the Turtle a short 
cartilaginous pterygoid process of the quadrate would seem to be present 
(Parker, No. 458). 

The quadrate and Meckelian cartilages are either from the first 
separate, or very early become so. 

The quadrate cartilage ossifies as the quadrate bone, and supplies 
the permanent articulation for the lower jaw. Its upper end exhibits 
a tendency to divide into two processes, corresponding with the 
pedicle and otic pJrocesses of the Amphibia. The Meckelian cartilage 
becomes soon covered by investing bones, and its proximal end ossifies 
as the articulare. The remainder of the cartilage usually disappears. 

Mammalia. The most extraordinaiy metamorphosis of the hyoid 
and mandibular arches occurs in the Mammalia, and has been in 
part known since the publication of the memoir of Reichert (No. 
461). 

Both the hyoid and mandibular arches develop at first more 
completely than in any of the other types above Fishes; and are 
articulated to each other above, while the pterygo-palatine bar is 
quite distinct. The main features of the subsequent development are 
undisputed, with the exception of that of the upper end of the hyoid, 
which is still controverted. The following is Parker’s (No. 452) 
account for the Pig, which confirms in the main the view originally 
put forward by Huxley (No. 445 ). 

The mandibular and hyoid arches are at first very similar (fig. 341 
mn and Ay), their dorsal ends being somewhat incurved, and articu- 
lating together. 

In a somewhat later stage (fig. 342) the upper end of the man- 
dibular bar (mt), without becoming segmented from the ventral part, 
becomes distinctly swollen, and clearly corresponds to the quadrate 
region of other types. The ventral part of the bar constitutes the 
Meckelian cartilage (mk). 

The hyoid arch has in the meantime become segmented into two 
parts, an upper part (i), which eventually becomes one of the small 
bones of the ear — the incus — and a lower part which remains per- 
manently as the anterior cornu of the hyoid {sth). The two parts 
continue to be connected by a ligament. 
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The incus is articulated with the quadrate end of the mandibular 
arch, and its rounded head 
comes in contact with the 
stapes (fig. 342, 5^) which 
is segmented from the fe- 
nestra ovalis. "r — 

The main arch of the \ ^ 

hyoid becomes divided into 
a hypohyal {hJi) below and 
a stylohyal (st h) above, and. 
also becomes articulated 

with the basal element of ^ V 

the arch behind (bh). 

In the course of further 

development the Meckel- pu^^A nc 

ian part of the mandibular 

arch becomes enveloped in ^ 

^ . Fig. 341 . Embryo Pig, two-thirds op an inch 

a superncial ossincation i,ono; elements of the skull seen somewhat 
forming the dentary. Its diaguammatically from below. (From Parker. ) 
upper end, adjoining the pa.ch. parachordal cartilage; nc. notochord; 

Quadrate recrion becomes auditor}^ capsule ; py. pituitary body; fr. tra^ 
quaurarc region, oecomes ,,^^ 111 ®; c.fr. trabecular cornu ; pn. prenasal car- 

calcined and then absorbed, tilage ; e.w. external nasal opening ; oL nasal cap- 
and its lower, with the ex- swle; p.jyg. palatopterygoid tract enclosed in the 
Ptinfinn nf +hp inaxillopalatine process; vin. mandibular arch; 

ception 01 tne extreme hyoid arch; first branchial arch; la. 

point, IS OSSltied and sub- facial nerve; Sg. glossopharyugeal ; 8b. vagus; 
sequently incorporated in hypoglossal, 
the dentary. 

The quadrate region remains relatively stationary in growth as 
compared with the adjacent parts of the skull, and finally ossifies to 
form the malleus bone of the ear. The processus gracilis of the 
malleus is the primitive 
continuation into Meckel’s 


Fig. 341 . Embryo Pig, two-thirds op an inch 
long; elements of the skull seen somewhat 
DiAGUAMMATicATiLY FROM BELOW. (From Parker. ) 

pa.ch. parachordal cartilage ; wc. notochord ; 
au. auditor}’^ capsule ; py. pituitary body ; fr. tra^ 
beculae ; c.tr. trabecular cornu ; pn. prenasal car- 
tilage ; e.n. external nasal opening ; ol. nasal cap- 
sule; p.pg. palatopterygoid tract enclosed in the 
maxillopalatine process; vm. mandibular arch; 
hy. hyoid arch; th.h. first branchial arch; la. 
facial nerve ; 8a. glossopharyugeal ; 8b. vagus ; 
0. liypoglossal. 


cartilage. • 

The malleus and incus 
are at first embedded in 
the connective tissue ad- 
joiningthe tympanic cavity 
(hyomandibular cleft, vide 
p. 435) ; and externally to 
them a bone known as the 
tympanic bone becomes de- 
veloped so that they be- 
come placed between the 
tympanic bone and the 
periotic capsule. In late 
foetal life they become 
transported completely 
Avithin the tympanic cav- 



Fig. 342 . Embryo Pig, an inch anp a third 

LONG ; SIDE VIEW OF MANDIBULAR AND HYOID ARCHES. 

The main hyoid arch is seen as displaced back- 
wards AFTER SEGMENTATION FROM THE INCUS. (From 
Parker.) 

tg. tongue ; mk. Meckelian cartilage ; ml. body 
of malleus ; mb. manubrium or handle of the mal- 
leus ; t.ty. teginen tympani ; i. incus ; st. stapes ; 
i.hy. interhyal ligament ; st.h. stylohyal cartilage ; 
h.h. hypohyal ; b.h. basibranchial ; th.h. rudiment 
of first branchial arch ; la. facial nerve. 
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ity, though covered by a reflection of the tympanic mucous mem- 
brane. 

The dorsal end of the part of the hyoid separated from the incus 
becomes ossified as the tympano-hyal, and is anchylosed with the 
adjacent parts of the periotic capsule. The middle part of the bar 
Just outside the skull forms the stylo-hyal (styloid process in Man) 
which is attached by ligament to the anterior cornu of the hyoid 
(cerato-hyal). 

While the account of the formation of the malleus, incus, and stapes 
just given is that usually accepted in this country, a somewhat different 
view of the development of these parts has as a rule been adopted in 
Germany. Reichert (No. 461) held that both the malleus and the incus 
were derived from the mandibular bar ; and this view has been confirmed 
by Gvinther, Kblliker and other observers, and has recently been adopted 
by Salensky (No. 462) after a careful research especially directed towards 
this point. Reichert also held that the stapes was derived from the hy<»id 
bar ; but, though his observations on this point have been very widely 
accepted, they have not met with such universal recognition as his views 
on the origin of the malleus and incus. Salensky has recently andved 
at a view, which is in accord with that of Parker, in so far as the indepen- 
dence of the stapes of both the hyoid and mandibular arches is concerned. 
Salensky however holds that it is formed from a mass of mesoblast 
surrounding the artery of the mandibular arch, and that the form of the 
stapes is due to its perforation by the mandibular artery. A product of 
this artery permanently perforates the stapes in a few Mammalia, though 
in the majority it atrophies. 

In view of the diferent accounts of the origin of the incus the exact 
nature of this bone must still be considered as an open question, but 
should Reichert’s view be confirmed the identification of the incus with 
the columella of the Amphibia and Sauropsida must be abandoned. 

Membrane bones and ossifications of the cranium. 

The membrane bones of the skull may be divided into two classes, 
viz. (1) those derived from dermal osseous plates, which as explained 
above (p. 447) are primitively formed by the coalescence of the 
osseous plates of scales ; and (2) those formed by the coalescence of 
the osseous plates of teeth lining the oral cavity. Some of the 
bones sheathing the edge of the mouth have been formed partly by 
the one process and partly by the other. 

In the Fishes there are found all grades of transition between 
simple dermal scutes, and true subdermal osseous plates forming an 
integral part of the internal skeleton. Dermal scutes are best repre- 
sented in Acipenser and some Siluroid Fishes. 

Where the membrane bones still retain the character of dermal 
plates, those on the dorsal surface of the cranium are usually arranged 
in a series of longitudinal rows, continuing in the region of the head 
the rows of dermal scutes of the trunk ; while the remaining cranial 
scutes are connected with the visceral arches. The dermal bones 
on the dorsal surface of the head are very different in number, 
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size, and arrangement in different types of Fishes; but owing to 
their linear disposition it is usually possible to find a certain num- 
ber both of the paired and unpaired bones which have a similar 
situation in the different forms. These usually receive the same 
names, but both from general considerations as to their origin, as 
well as from a comparison of different species, it appears to me 
probable that there is no real homology between these bones in 
different species, but only a kind of general correspondence \ 

It is not in fact till we get to the types above the Fishes that we 
can find a series of homologous dorsal membrane bones covering the 
roof of the skull. In these types three paired sets of sucli bones are 
usually present, viz. from behind forwards the parietals, frontals 
and nasals, the latter bounding the posterior surface of the external 
nasal opening. Even in the higher types these bones are liable to 
vary very greatly from the usual arrangement. 

Besides these hones there is usually present in the higher forms 
a lacrymal bone on the anterior margin of the orbit derived from 
one of a series of periorbital membrane bones frequently found in 
Fishes. Various supraorbital and postorbital bones, etc. are also 
frequently found in Lacertilia, etc. which are not impossibly phylo- 
genetically independent of the membrane bones inherited from Fishes ; 
and may have been evolved as bony scutes in the subdermal tissue 
of the papillfB of the sauropsidan scales. 

The visceral arches of Fishes, especially of the Teleostei, are 
usually provided with a series of membrane bones. In the true 
branchial arches these take the form of dentigerous plates; but no 
such plates are found in the Amphibia or Amniota. 

The opercular flap attached to the hyoid arch is usuaPy supported 
by a series of membrane bones, which attain their higliest develop- 
ment in the Teleostei. One of these bones, the prseopercular, is 
very constant and is primitively attached along the outer edge of the 
hyomandibular. It seems to be retained in Amphibia as a mem- 
brane bone, overlapping the attachment of the quadrate and known 
as the squamosal; though it is not impossible that this bone may 
be derived from a superficial membrane bone, widely distributed in 
Teleostei and Ganoids, which is known as the siipra-temporal. In 
Dipnoi the bone which appears to be clearly homologous with the 
squamosal would seem from its position to belong to the series of 
dorsal plates, and therefore to be the supra-temporal ; but it is re- 
garded by Huxley (No. 446) as the pra^opercularl 

In the Amniota the squamosal forms an integral part of the 
osseous roof of the skull; but in the Sauropsida it continues, as in 
Amphibia, to be closely related to the quadrate. 

^ For some interesting remarks on the arrangement of these bones in Fishes, vide 
Bridge, “ On the Osteology of Polyodon folium.” Phil. Trans., 1878. 

* It is not impossible that the solution of the difficulty about the praeojjercular is 
to be found by supposing that the prieopercular as it exists in Teleostei is derived 
from a dorsal dermal plate, an<l that in the Dipnoi this plate retains more nearly than 
in Teleostei its primitive position. 
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A larger series of persistent membrane bones are related to the 
mandibular, and its palato-quadrate process. 

Overlying the palato-quadrate process are two rows of bones, one 
row lying at the edge of the mouth, on the outer side of the pterygo- 
palatine process, and the other set on the roof of the mouth super- 
ficial to the pterygo-palatine process. 

The outer row is formed of the prsemaxilla, maxilla, jugal, 
and very often quadrato-jugal. Of these bones the maxilla and 
prjemaxilla, as is more especially demonstrated by their ontogeny in 
the XJrodela, are partly derived from dentigerous plates and partly 
from membrane plates outdde the mouth; while the jugal, and qua- 
drato-jugal when present, are entirely extra-oral. In the Amphibia 
and Ainniota the prajmaxillse and maxillsB are tlie most important 
bones in the facial region, and are quite independent of any cartila- 
ginous substratum. 

The second row of bones is clearly constituted in the Dipnoi and 
Amphibia by the vomer in front, then the palatine, and finally 
the pterygoid behind. Of these bones the vomer is never related 
to a cartilaginous tract below, while the palatines and pterygoids 
usually are so. The position and growth of the three bones in many 
Urodela (Axolotl) is especially striking (Hertwig. No. 442). In the 
Axolotl they form a continuous series, the vomer and palatine being 
covered by teeth, but the pterygoid being without teeth. The vomer 
and palatine originate from the united osseous plates of the bases of 
the teeth, while the pterygoid is in the first instfince continuous with 
the palatine. 

In Teleostei, Amia, etc., there are dentigerous plates forming a 
palatine and pterygoid, w^hich in position, at any rate, closely cor- 
respond with the similarly named bones in Amphibia ; and there is 
also a dentigerous vomer which may fairly be considered as equivalent 
to that in Amphibia. 

In the Amniota the three bones found in Amphibia are always 
present, but with a few exceptions amongst the Lacertilia and Ophi- 
dia, are no longer dentigerous. The cartilaginous bars, which in the 
lower types are placed below the palatine and pterygoid membrane 
bones, are usually imperfectly or not at all developed. 

On MeckeFs cartilage important membrane bones are almost always 
grafted. On the outside and distal part of the cartilage a dentary is 
usually developed, which may envelope and replace the cartilage to a 
larger or smaller extent. Its oral edge is usually dentigerous. The 
splenial membrane bone is the most important bone on the inner side 
of Meckel^s cartilage, but other elements known as the coronoid and 
angular may also be added. In Mammalia the dentary is the only 
element present {vide p. 485). 

On the roof of the mouth a median bone, the parasphenoid, is 
very widely present in the Amphibia and Fishes, except the Elasmo- 
branchii and Cyclostomata, and has no doubt the same phylogenetic 
origin as the vomer and membranous palatines and pterygoids. 
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It is less important in the SauropsiHa, and becomes indistingnish- 
ably fused with the sphenoid in the adult, while in Mammalia it is 
no longer found. 

Ossification of the Cartila^nous Cranium. In certain Fishes 
the cartilaginous cranium remains quite unossified, while completely 
enveloped in dermal bones. Such for instance is its condition in 
the Selachioid Ganoids. In most instances, however, the investment 
of the cartilaginous cranium by membrane bones is accompanied by 
a more or less complete ossification of the cartilage itself. 

In the Dipnoi this occurs to the smallest extent, the only ossifica- 
tions occurring in the lateral parts of the occipital region, and forming 
the exoccipitals. 

In Teleostei and bony Ganoids, a considerably greater number of 
ossifications occur in the cartilfige. 

In the region of the occipital cartilaginous ring there appears a 
basioccipital and supraoccipital and two exoccipitals. The 
hasioccipital is the only bone on the floor of the skull ossifying that 
part into which the notochord is primitively continued*. 

In the region of the periotic cartilage a large number of bones 
may appear. In front there is the prootic, which often meets the 
exoccipital behind ; behind there is above and in close connection 
with the supraoccipital the epiotic, and below in close connection 
with the exoccipital the opisthotic. On the dorsal side of the 
cartilage there is a projecting ridge composed mainly of a bone known 
as the pterotic, sometimes erroneously called the squamosal, and 
continued in front by the sphenotic. The pterotic, or the cartilagi- 
nous region corresponding to it, always supplies the articular surface 
for the hyomandibular. 

In the floor of the skull, in the region of the pituitary body, there 
is formed a basisphenoid; while in the lateral parts of the wall of 
this part of the cranium, there is a bone known as the alisphenoid. 

In front, parts of the lateral walls of the cranium ossify as the 
orbitosphenoids. 

In view of the very imperfect ossification of the cartilaginous 
cranium of the Dipnoi, and of the fact that there is certainly no direct 
genetic connection between the Teleostei on the one hand, and the 
Amphibia and Amniota on the other, it is very difficult to believe 
that most of the ossifications of the cranium in the Amphibia and 
Amniota have more than a general correspondence with those in the 
Teleostei. 

In the Amphibia the ossifications in the cartilage are comparatively 
few. In the occipital region there is a lateral ossification on each 
side of the exoccipital, the basioccipital region being unossified, and 
the supraoccipital at the utmost indurated by a calcareous deposit. 

The periotic capsule is ossified by a prootic centre, which meets 
the exoccipital behind. 

^ The notochord appears sJso to enter into the posterior part of the region which 
ossifies as the basisphenoid. 
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The front part of the cartilaginous cranium is ossified by a com- 
plete ring of bone — the sphenethmoid bone — which embraces part of 
the ethmoid region, and of the orbitosphenoid and presphenoid regions. 

In the Amphibia the cartilaginous cranium, with its centres of 
ossification, is easily separable from the membranous investing bones. 

In the Amniota the cartilaginous cranium, whose development in 
the embryo has already been described, becomes in the adult much 
more largely ossified, and the bones which replace the primitive 
cartilage unite with the membrane bones to form a continuous bony 
cranium. 

The centres of ossification become again much more numerous. 
In the occipital segment analogous centres to those of Teleostei are 
again found ; and it is probable that the exoccipitals are homologous 
throughout the series, the supraoccipital and basioccipital bcnes of 
the higher types being merely identical in position with the simi- 
larly named bones in Fishes. 

In the peri<jtic there are usually three centres of ossification, first 
recognised by Huxley. These are the prootic, the epiotic and opistho- 
tic, the situations of which have already been defined. Of these the 
prootic is the incest constant. 

In Reptiles, the prootic and opisthotic frequently remain distinct 
even in the adult. 

In Birds, the epiotic and opisthotic are early united with the 
supra* and exoccipital ; and at a later period the prootic is also in- 
distinguishably fused with the adjacent parts. 

In Mammals the three ossifications fuse into a continuous whole — 
the periotic bone — which may be partially united with the adjacent 
parts. 

In the pituitary region of the base of the cranium a pair of osseous 
centres or in the higher types a single centre (Parker ') gives rise to 
the basisphenoid bone, and in front of this another basal or pair of 
basal ossifications forms the presphenoid, while laterally to these two 
centres there are formed centres of ossification in the alispheiioid and 
orbitosphenoid regions, which may be extremely reduced in various 
Sauropsida, leaving the side walls of the skull almost entirely formed 
of membrane or cartilage. 

In the ethmoid region there may arise a median ossification form- 
ing the mesethmoid and lateral ossifications forming the lateral eth- 
moids or prefronta’s ; which may assist in forming the front waU of 
the brain-case, or be situated quite externally to the brain-case and 
be only related to the olfactory capsules. 

The labial cartilages, in most Fishes a series of skeletal structures, 
known as the labial cartilages, are developed at the front and sides of the 
mouth, and in connection with the olfactory capsules ; and these cartilages 
still persist in connection with the olfactory capsules, though in a reduced 

' According to Kdllikcr there are two centres in Man in both the basispiieiioid and 
presphenoid. 
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form, in the higher types. They are more developed in the Cyclostomata 
than in any other Vertebrate type. 

The meaning of these cartilages is very obscure ; but, from their being in 
part employed to support the lips and horny teeth of the Cyclostoraata and 
the Tadpole, I should be inclined to regard them as remnants of a primi- 
tive skeleton supporting the suctorial mouth, with which, on the grounds 
already stated (p. 263), I believe the ancestors of the present Vertebrata 
to have been provided. 
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CHAPTER XX. 

THE PECTORAL AND PELVIC GIRDLES AND THE 
SKELETON OF THE LIMBS. 

The Pectoral girdle, 

Pisces. AnKjngst Fishes the pectoral girdle presents itself in its 
simplest form in Elasmobranchii, where it consists of a bent band 
of cartilage on each side of the body, of somewhat variable form, 
meeting and generally uniting with its fellow ventrally. Its anterior 
border is in close proximity with the last visceral arch, and a trans- 
verse ridge on its outer and posterior border, forming the articular 
surface for the skeleton of the limb, divides it into a dorsal part, 
which may be called the scapula, and a ventral part which may be 
called the coracoid. 

In all the remaining groups of Fishes there is added to the car- 
tilaginous band, which may wholly or partially ossify, an osseous 
support composed of a series of membrane bones. 

In the types with such membrane bones the cartilaginous parts 
<lo not continue to meet ventrally, except in the Dipnoi where there 
is a ventral piece of cartilage, distinct from that bearing the articu- 
lation of the limb. The cartilage is moreover produced into two 
ventral processes, an anterior and a posterior, below the articulation 
of the limb; which maybe called, in accordance with Gegenbaur’s 
nomenclature, the pra?coracoid and coracoid. Of these the prse- 
coracoid is far the most prominent, and in the majority of cases the 
coracoid can hardly be recognised. The coracoid process is however 
well developed in the Selachioid Ganoids, and the Siluroid Teleostei. 
In Teleostei the scapular region often ossifies in two parts, the smaller 
of which is named by Parker prsecoracoid, though it is quite distinct 
from Gegenbaur's praecoracoid. The membrane bones, as they pre- 
sent themselves in their most primitive state in Acipenser and the 
Siluroids, are dennal scutes embracing the anterior edge of the car- 
tila^nous girdle. In Acipenser there are three scutes on each side. 
A dorsal scute known as the supra-c la vide, connected above with 
the skull by the jjost- temporal ; a middle piece or clavicle, and a 
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ventral or infra-clavicle (inter-clavicle), which meets its fellow 
below. 

In most Fishes the primitive dermal scutes have become Sui^- 
dermal membrane bones, and the infra-clavicle is usually not distinct, 
but the two clavicles form the most important part of the mem- 
branous elements of the girdle. Additional membrane bones (post- 
clavicles) are often present behind the main row. 

The development of these parts in Fishes has been but little 
studied. 

In Scyllium, amongst the Elasinobranchii, I find that each half of 
the pectoral girdle develops as a vertical bar of cartilage at the front 
border of the rudimentary fin, and externally to the muscle-plates. 

Before the tissue forming the pectoral girdle has acquired the cha- 
racter of true cartilage, the bars of the two sides meet ventrally by a 
differentiation in situ of the mesoblastic cells, so that, when the girdle 
is converted into cartilage, it forms an undivided arc, girthing the 
ventral side of the body. There is developed in continuity with the 
posterior border of this arc on the level of the fin a horizontal bar 
of cartilage, which is continued backwards along the insertion of the 
fin, and, as will be shewn in the sequel, becomes the metapterygiuni 
of the adult (figs. 344, hp and 348, mp). With this bar the remain- 
ing skeletal elements of the fin are also continuous. 

The foramina of the pectoral girdle are not in the first instance 
formed by absorption, but by the non-development of the cartilage 
in the region of pre-existing nerves and vessels. 

The development of these parts in Teleostei has been recently investigated 
by *Swirski (No. 472) who finds in the Pike (Ksox) that the cartilaginous 
pectoral girdle is at first continuous with the skeleton of the fin. It forms 
a rod with a dorsal scapular and ventral coracoid process. An independent 
mass of cartilage gives rise to a prsecoracoid, which unites with the main 
mass, forming a triradiate bar like that of Acipenser or the Siluroids. The 
coracoid process becomes in the course of development gradually reduced. 

’Swii'ski concludes that the so-called prsecoracoid bar is to some extent 
a secondary element, and that the coracoid bar corresponds to the whole of 
the ventral part of the girdle of Elasinobranchii, but his investigations do 
not appear to me to be as complete as is desirable. 

Amphibia and Amniota. The pectoral girdle contains a more or 
less constant series of elements throughout the Amphibia and Am- 
niota; and the differences in structure between the shoulder girdle 
of these groups and that of Fishes are so great that it is only possible 
to make certain general statements respecting the homologies of the 
parts in the two sets of types. 

The generally accepted view, founded on the researches of Parker, 
Huxley, and Gegenbaur, is to the effect that there is a primitively 
cartilaginous coraco-scapular plate, homologous with that in Fishes, 
and that the membrane bones in Fishes are represented by the 
clavicle and inter-clavicle in the ISauropsida and Mammalia, which 
are however, usually admitted to be absent in Amphibia. These 
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vieMTs have recently been challenged by Gbtte (No. 466) and Hoff- 
mann (No. 467), on the ground of a series of careful cmbryological 
observations; and until the whole subject has been worked over 
by other observers it does not seem possible to decide satisfactorily 
between the conflicting views. It is on all hands admitted that the 
scapulo-coracoid elements of the shoulder girdle are formed as a pair 
of cartilaginous plates, one on each side of the body. The dorsal half 
of each plate becomes the scapula, which may subsequently become 
divided into a supra-scapula and scapula proper; while the ventral half 
forms the coracoid, which is not always separated from the scapula, 
and is usually divided into a coracoid proper, a praecoracoid, and an 
epicoracoid. By the conversion of parts of the primitive cartilaginous 
plates into membranous tissue various fenestrae may be formed in 
the cartilage, . and the bars bounding these fenestrae both in the 
scapula and coracoid regions have received special names ; the ante- 
rior bar of the coracoid region, forming the praecoracoid, being espe- 
cially important. At the boundary between the scapula and the 
coracoid, on the hinder border of the plate, is placed the glenoid 
articular cavity to carry the head of the humerus. 

The grounds of difference between Gotte and Hoffmann and other 
anatomists concern especially the clavicle and inter-clavicle. The 
clavicle is usually regarded as a membrane bone which may become 
to some extent cartilaginous. By the above anatomists, and by 
Rathke also, it is held to be at first united with the coraco-scapular 
plate, of which it forms the anterior limb, free ventrally, but united 
dorsally with the main part of the plate ; and Gotte and Hoffmann 
hold that it is essentially a cartilage bone, which however in the 
majority of the Reptilia ossifies directly without passing through the 
condition of cartilage. 

The intcrclavicle (episternum) is held by Gotte to be developed 
from a paired formation at the free ventral ends of the clavicles, but 
he holds views which are in many respects original as to its homo- 
logies in Mammalia and Amphibia. ISven if Gotte’s facts are ad- 
mitted, it does not appear to me necessarily to follow that his 
deductions are correct. The most important of these is to the effect 
that the dermal clavicle of Pisces has no homologue in the higher 
types. Granting that the clavicle in these groups is in its first stage 
continuous with the coraco-scapular plate, and that it may become 
in some forms cartilaginous before ossifying, yet it seems to me all 
the same quite possible that it is genetically derived 1‘rom the clavicle 
of Pisces, but that it has to a great extent lost even in development 
its primitive characters, though these characters are still partially 
indicated in the fact that it usually ossifies very early and partially 
at least as a membrane bone^, 

1 The fact of the clavicle going out of its way, so to speak, to become cartilaginous 
before being ossified, may perliaps be explained by supposing that its close connection 
with the other parts of the shoulder girdle has caused, by a kind of infection, a change 
in its histological characters. 
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In ti’eating the development of the pectoral girdle systematically it 
will be convenient to bt^giii with the Anmiota, which may be considered 
to fix the nomenclature of the elements of the shoulder girdle. 

LacortilidM The shoulder girdle is formed as two membranous plates, 
from the dorsal part of the anterior border of each of which a bar projects 
(Rathke, Gotte), which is free at its ventral end. This bar, which is usually 
(Gegenbaur, Parker) held to be independent of the remaining part of the 
shoulder girdle, gives rise to the clavicle and interclavicle. The scajmlo- 
coracoid plate soon becomes cartilaginous, while at the same time the 
clavicular bar ossifies directly from the membranous state. The ventral 
ends of the two clavicular bars enlarge to form two longitudinally placed 
plates, which unite together and ossify as the interclavicle. 

Parker gives a very different account of the interclavicle in Anguis. 
He states that it is formed of two pairs of bones ‘strapped on to the 
antero-inferior part of the prspsternum,’ which subsequently unite into 
one. 

ChfilonUU The shoulder girdle of the Ohelonia is formed (Rathke) of 
a triradiate cartilage on each side, with one dorsal and two ventral limbs. 
It is admitted on all hands that the dorsal limb is the scapular element, 
and the pos'^erior ventral limb the coracoid ; but, while the anterior ventral 
limb is usually held to be the priecoracoid, Gotte and Hoffmann maintain 
that, in spite of its being formed of cartilage, it is homologous with the 
anterior bar of the primitive shoulder-plates of Lacertilia, and therefore 
the homologue of the clavi<de. 

Parker and Huxley (doubtfully) hold that the three anterior elements 
of the ventral plastron (entopJastron and ejuplastra) are homologous with the 
interclavicle and clavicles, but considering that these plates apf)ear to belong 
to a secondary system of dermal ossifications peculiar to the Chelonia, this 
homology does not appear to me probable. 

AVOS. There are very great differences of view as to the development 
of the pectoral arch of Aves. 

About the presence in typical forms of the coraco-scapular plate and two 
independent clavicular bars all authors are agreed. With reference to the 
clavicle and interclavicle Parker (No. 468) finds that the scapular end of 
the clavicle attaches itself to and ossifies a mass of cartilage, which he 
regards as the mesoscapula, while the iuterclavicle is formed of a mass of 
tissue between the ends of the clavicles where they meet ventrally, which 
becomes the dilated plate at, their junction. 

Gegenbaur holds that the two primitive clavicular bars are 8im])ly 
clavicles, without any element of the scapula ; and states that the clavicles 
are not entirely ossified from membrane, but that a delicate band of carti- 
lage precedes the osseous bars. He finds no interclavicle. 

Gotte and Rathke both state that the clavicle is at first continuous with 
the coraco-scapular plate, but become i early separated, and ossifies entirely 
as a membrane bone. Gotte fui-ther states that the interclavicles are formed 
as outgrowths of the median ends of the clavicles, which extend themselves 
at an early period of development along the inner edges of the two halves 
of the sternum. They soon separate from the clavicles, which subsequently 
meet to form the furculum ; while the intei*clavicular rudiments give rise, 
on the junction of the two halves of the sternum, to its keel^ and to the 
ligament connecting the furculum with the sternum. The observations of 
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Gotte, which tend to shew the keel of the sternum is really an interclavicle, 
appear to me of great importance. 

A praec«»raeoid, partially separated from the coracoid by a space, is 
present in Struthio. It is formed by a fenestration of a primitively 
continuous cartilaginous coracoid plate (HoflPmcann). In Drornueus and 
Casuarius clavicles are present (fused with the scapula in the adult 
DromeBus), though absent in other Eatitoi (Parker, etc.). 

The coracoid element of the coraco-scapnlar plate is 
much I’educed in Mammalia, forming at most a simple process (except in the 
Ornithodelphia) which ossifies however separately*. 

With reference to the clavicles the same divergencies of opinion met 
with in other types are found here also. 

The clavicle is stated by Rathke to be at first continuous with the 
coraco-scapular plate. It is however soon separated, and ossifies very early, 
ill the human embryo before any other bone. Gegenbaur however 
shewed that the human clavicle is provided with a central axis Of 
cartilage, and this observation has been confirmed by Kolliker, and ex- 
tended to other Mammalia by Gotte. The mode of ossification is never- 
theless in many respects intermediate between that of a true cartilage bone 
and a membrane bone. The ends of the clavicles remain for some time, 
or even permanently, cartilaginous, and have been interpreted by Parker, 
it appears to me on hardly sufficient grounds, as parts of the mesoscapula 
and praecoracoid. Parker’s so-called mesoscapula may ossify separately. 
The homologies of the episternum are much disputed. Gotte, who has 
worked out the development of the parts more fully than any other 
anatomist, finds that paired interclavicular elements grow out backwards 
from the ventral ends of the clavicles, and uniting together form a some- 
what T-shaped interclavicle overlying the front end of the sternum. This 
condition is permanent in the Ornithodelphia, except that the anterior part 
of the sternum undergoes atrophy. But in the higher forms the inter- 
clavicle becomes almost at once divided into three parts, of which the two 
lateral remain distinct, while the median element fuses with the subjacent 
part of the sternum and constitutes with it the presternuni (manubrium 
sterni). If Giitte’s facts are to be trusted, and they have been to a large 
extent confirmed by Hoffmann, his homologies appear to be satisfactorily 
established. As mentioned on p. 463 Ruge (No. 438) holds that Gotte is 
mistaken as to the origin of the presternum. 

Gegenbaur admits the lateral elements as parts of the interclavicle, 
while Parker holds that they are not parts of an interclavicle but are 
homologous with the oniosternum of the Frog, which is however held by 
Gotte to be a true interclavicle. 

Ampllibui. In Amphibia the two halves of the shoulder girdle are 
each formed as a continuous plate, the ventral or coracoid jiart of which is 
forked, and is composed of a larger posterior and a smaller anterior bar-like 
process, united dorsally. In the Urodela the two remain permanently free 
at their ventral ends, but in the Anura they become united, and the space 
between them then forms a fenestra. The anterior process is usually 

1 This process, known as the coracoid process, is held by Sabatier to be the 
prieeoracoid ; while this author also holds that the upper third of the glenoid cavity, 
which ossifies by a special nucleus, is the tiue coracoid. The absence of a priecoracoid 
in the Ornithodelphia is to my mind a serious difficulty in the way of Babatier’s view. 
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((iegenbaur, Parker) regarded as the praecoracoid, but Gotte has pointed 
out that in its mode of development it strongly resembles the clavicle of 
the higher forms, and behaves quite differently to the so-called prsecoracoid 
of Lizards. It is however to be noticed that it differs from the clavicle in 
the fact that it is never segmented off from the coraco-scapular plate, a 
condition which has its only pai*allel in the equally doubtful case of the 
Chelonia. Parker holds that there is no clavicle present in the Amphibia, 
while Gegenbaur maintains that an ossihcation which appears in many of 
the Anura (though not in the ITrodela) in the perichondrium on the 
anterior border of the cartilaginous bar above mentioned is the repre- 
sentative of the clavicle. Gdtte’s observations on the ossification of this 
bone throw doubt upon this view of Gegenbaur ; while the fact that the 
cartilaginous bar may be completely enclosed by the bone in question 
renders Gegenbaur’s view, that there is present both a clavicle and prm- 
coracoid, highly improbable. 

No interclavicle is present in XJrodela, but in this group and in a 
number of the Anura, a process grows out from the end of each of the 
bars (prsecoracoids) which Gotte holds to be the clavicles. The two pro- 
cesses unite in the median line, and give rise in front to the anterior 
impaired element of the shoulder girdle (omosternum of Parker). They 
sometimes overlap the epicoracoids behind, and fusing with them bind 
them together in the median line. Parker who has described the paired 
origin of the so-called omosternum, holds that it is not homologous with 
the interclavicle, but compares it with his omosternum in Mammals. 
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Pelvic girdle. 

Pisces. The pelvic girdle of Fishes is formed of a cartilagmous 
band, to the outer and posterior side of which the basal element of 
the pelvic fin is usually articulated. This articulation divides it 
into a dorsal iliac, and ventral pubic section. The iliac section never 
articulates with the vertebral column. 

In Elasmobranchii the two girdles unite ventrally, but the iliac 

B. £. II. *32 
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section is only slightly developed. In Chimsera there is a well deve- 
loped iliac process, but the pubic parts of the girdle are only united 
by connective tissue. 

In the cartilaginous Ganoids the pelvic girdle is hardly to be 
separated from the skeleton of the fin. It is not united with its 
fellow, and is represented by a plate with slightly developed pubic 
and iliac processes. 

In the Dipnoi there is a simple median cartilage, articulated with 
the limb, but not provided with an iliac process. In bony Ganoids 
and Teleostei there is on each side a bone meeting its fellow in the 
ventral line, which is usually held to be the rudiment of the pelvic 
girdle ; while Davidoff attempts to shew that it is the basal element 
of the fin, and that, except in Polypterus, a true pelvic girdle is 
absent in these types. 

From my own observations I find that the mode of development 
of the pelvic girdle in Scyllium is very similar to that of the pectoral 
girdle. There is a bar on each side, continuous on its posterior 
border with the basal element of the fin (figs. 345 and 347). This 
bar meets and unites with its fellow ventral ly before becoming con- 
verted into true cartilage, and though the iliac process (il) is never 
very considerable, yet it is better developed in the embryo than in 
the adult, and is at first directed nearly horizontally forwards. 

Amphibia and Amniota. The primitive cartilaginous pelvic 
girdle of the higher types exhibits the same division as that of Pisces 
into a dorsal aud a ventral section, which meet to form the articular 
cavity for the femur, known as the acetabulum. The dorsal section 
is always single, and is attached by means of rudimentary ribs to 
the sacral region of the vertebral column, and sometimes to vertebraj 
of the adjoining lumbar or caudal regions. It always ossifies as the 
ilium. 

The ventral section is usually formed of two more or less separated 
parts, an anterior which ossifies as the pubis, and a posterior which 
ossifies as the ischium. The space between them is known as the 
obturator foramen. In the Amphibia tlie two parts are not separated, 
and resemble in this respect the pelvic girdle of Fishes. They gene- 
rally meet the corresponding elements of the opposite side ventrally, 
and form a symphysis with them. The symphysis pubis, and sym- 
physis ischii may be continuous (Mammalia, Amphibia). 

The observations on the development of the pelvic girdle in the 
Amphibia and Amniota are nearly as scanty as on those of Fishes. 

Amphibia. In the Amphibia (Bunge, No. 473) the two halves of 
the pelvic girdle are formed as independent masses of cartilage, which 
subsequently unite in the ventral line. 

In the Urodelous Amphibia (Triton) each mass is a simple plate of 
cartilage divided into a dorsal and ventral section by the acetabulum. 
The ventral parts, which are not divided into two regions, unite in a 
symphysis comparatively late. 

The dorsal section ossifies as the ilium. The ventral usually contains 
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a single ossification in its posterior part which forms the ischium ; while 
the anterior part, which may be considered as representing the pubis, 
usually remains cartilaginous j though Huxley (No. 475) states that it has 
a separate centre of ossification in Salamander, which however does not 
appear to be always present (Bunge). There is a small obturator foramen 
between the ischium and pubis, which gives passage to the obturator nerve. 
It is formed by the part of the tissue wdiere the nerve is placed not be- 
coming converted into cartilage. 

There is a peculiar cartilage in the ventral median line in front of the 
pubis, which is developed independently of and much later than the true 
parts of the pelvic girdle. It may be called the prajpubic cartilage. 

Lacertilia. In Lacertilia the pelvic girdle is fcirmed as a somewhat 
triradiate mass of cartilage on each side, with a dorsal (41iac) process, and two 
ventral (pubic and ischiad) processes. The acotabithim is placed on the 
outer side at the junction of the three processes, each of which may be 
considered to have a share in forming it. The -distal ends of the pubis 
and ischium are close together when first formed, but subsequently 
separate. Each of them unites at a late stage with the corresponding 
process of the opposite side in a ventral symphysis. A centre of ossifica- 
tion appears in each of the three processes of the primitive cartilage. 

In Birds the parts of the pelvic girdle no longer clevelop as a continu- 
ous cartilage (Bunge). Either the pubis may be distinct, or, as in the Duck, 
all the elements. The ilium early exhibits a short anterior process, but 
the pubis and ischium are at first placed with their long axes at right 
angles to that of the ilium, but gradually Ix'come rotated so as to lie paral- 
lel with it, theii- distal ends pointing backwards, and not uniting veutrally 
excepting in one or two Strutliious forms. 

Mammalist. In Mammalia the pelvic girdle is formed in cartilage 
as in the lower forms, but in Man at any rate the pubic part of the carti- 
lage is formed independently of the remaimhu- (Rosenberg). There are 
the usual three centres of ossification, which unite eventually into a single 
bone — the innominate bone. The pubis and ischium of each side unite with 
each other ventrally, so as completely to enclose the obturator foramen. 

Huxley holds that the so-called raai-su])ial bones of Monotreines and 
Marsupials, which as shewn by Gegenbaur (No. 474) are preformed in carti- 
lage, are homologous with the preepubis of tlie IJrodela ; but considering 
tlie great gap between the Urodela and Mammalia this homology can only 
be regarded as tentative. He further holds that the anterior prolongations 
of the cartilaginous ventral ends of the pubis of Crocodilia ai-e also struc- 
tures of the same nature. 
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Comparison of Pectoral arid Pelvic girdles. 

Throughout the Vertebrata a more or less complete serial homo- 
logy may be observed between the pectoral and pelvic girdles. 

In the cartilaginous Fishes each girdle consists of a continuous 
band, a dorsal ana ventral part being indicated by the articulation 
of the fin; the former being relatively undeveloped in the pelvic 
girdle, while in the pectoral it may articulate with the vertebral 
column. In the case of the pectoral girdle secondary membrane 
bones become added to the primitive cartilage in most Fishes, which 
are not developed in the case of the pelvic girdle. 

In the Amphibia and Amniota the ventral section of each girdle 
becomes divided into an anterior and a posterior part, the former 
constituting the praecoracoid and pubife, and the latter the coracoid 
and ischium ; these parts are however very imperfectly differentiated 
in the pelvic girdle of the Urodela, The ventral portions of the 
pelvic girdle usually unite below in a symphysis. They also meet 
each other ventrally in the case of the pectoral girdle in Amphibia, 
but in most other types are separated by the sternum, which has no 
homologue in the pelvic region, unless the prsepubic cartilage is to 
be regarded as such. The dorsal or scapular section of the pectoral 
girdle remains free; but that of the pelvic girdle acquires a firm 
articulation with the vertebral column. 

If the clavicle of the higher types is derived from the mem- 
brane bones of the pectoral girdle of Fishes, it has no homologue in 
the pelvic girdle; but if, as Gotte and Hoffmann suppose, it is a part 
of the primitive cartilaginous girdle, the ordinary view as to the 
serial homologies of the ventral sections of the two girdles in the 
higher types will need to be reconsidered. 

Limbs. 

It will be convenient to describe in this place not only the de- 
velopment of the skeleton of the limbs but also that of the limbs 
themselves. The limbs of Fishes are moreover so different from those 
of the Amphibia and Amniota that the development of the two types 
of limb may advantageously be treated separately. 

In Fishes the first rudiments of the limbs appear as slight longi- 
tudinal ridge-like thickenings of the epiblast, which closely resemble 
the first rudiments of the unpaired fins. 

These ridges are two in number on each side, an anterior imme- 
diately behind the last visceral fold, and a posterior on the level 
of the cloaca. In most Fishes they are in no way connected, but 
in some Elasmobranch embryos, more especially in Torpedo, they 
are connected together at their first development by a line of 
columnar epiblast cells\ This connecting line of columnar epiblast 
is a very transitory structure, and after its disappearance the rudi- 
mentary fins become more prominent, consisting (fig. 343, h) of a pro- 
jecting ridge both of epiblast and mesoblast, at the outer edge of 
* F. M. Balfour. Monograph on Elasmobranch Fishes^ pp, 101—2. 
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which is a fold of epiblast ooly, which soon reaches considerable 
dimensions. At a later stage the mesoblast penetrates into this fold 
and the fin becomes a simple ridge 
of mesoblast, covered by epiblast. 

The pectoral fins are usually con- 
siderably ahead of the pelvic fins in 
development. 

For the remaining history it is 
necessary to confine ourselves to 
Scyllium as the only type which has 
been adequately studied. 

The direction of the original ridge 
which connects the two fins of each 
side is nearly though not quite longi- 
tudinal, sloping somewhat obliquely 
downwards. It thus comes about 
that the attachment of each pair of 
limbs is somewhat on a slant, and „ 

that the pelvic pair nearly meet each ventral tart op the trunk op a 
other in the median ventral line a young embryo op Scyllium at the 



little way behind the anus. 

The elongated ridge, forming the 
rudiment of each fin, gradually pro- 
jects more and more, and so becomes 
broader in proportion to its length, 
but at the same time its actual at- 


level op the umbilical cord. 

h. pectoral fin ; ao. dorsal aorta ; 
cav. cardinal vein ; \ia, vitelline ar- 
tery ; uv. vitelline vein ; al. duode- 
num ; 1 . liver ; sd. opening of seg- 
mented duct into the body cavity; 
mp. muscle plate; urn, umbilical 
canal. 


tachment to the side of the body 

becomes shortened from behind forwards, so that what was originally 
the attached border becomes in part converted into the posterior border. 
This process is much more completely carried out in the case of the 
pectoral fins than in that of the pelvic, and the changes of form 
undergone by the pectoral fin in its development may ho gathered 
from figs. 344 and 348. 

Before proceeding to the development of the skeleton of the fin 
it may be pointed out that the connection of the two rudimentary 
fins by a continuous epithelial line suggests the hypothesis that they 
are the remnants of two continuous lateral fins^ 


Shortly after the view that the paired fins were remnants of con- 
tinuous lateral fins had been put forward in my memoir on Elasmo- 
branch Fishes, two very interesting papers were published by Thacker 
(No. 489) and Mivart (No. 484) advocating this view on the entirely 
independent grounds of the adult structure of the skeleton of the 
paired fins in comparison with that of the unpaired fins*. 


1 Both Maclise and Humphry [Journal of Anat, and Fhys.f Vol. v.) had previously 
suggested that the paired fins were related to the unpaired fins. 

2 Bavidoff in a Memoir (No. 477) which forms an important contribution to our 
knowledge of the structure 01 the pelvic fins has attempted from his observations to 
deduce certain arguments against the lateral fin theory of the limbs. His main 
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The development of the skeleton has unfortunately not been as 
yet very fully studied. 1 have however made some investigations 
on this subject on ScyJlium, and ’Swirski has also made some on the 
Pike. 

In Scyllium the development of both the pectoral and pelvic fins 
is very similar. 

In both fins the skeleton in its earliest stage consists of a bar 
springing from the posterior side of the pectoral or pelvic girdle, 
and running backwards parallel to the long axis of the body. The 
outer side of this bar is continued into a plate which extends into 
the fin, and which becomes very early segmented into a series of 
parallel rays at right angles to the longitudinal bar. 

In other words, the primitive skeleton of both the fins consists of 
a longitudinal bar running along the base of the fin, and giving off at 
right angles series of rays which pass into the fin. The longitudinal 
bar, which may be called the basipterygium, is moreover continuous 

in front with the pectoral 
or pelvic girdle as the case 
may be. 

The primitive skeleton 
of the pectoral fin is shewn 
in longitudinal section in 
fig. 344, and that of the 
pelvic fin at a slightly later 
stage in fig. 345. 

A transverse section 
shewing the basipterygium 
of the pectoral fin, 
and the plate passing from 
it into the fin, is shewn in 
fig. 346. 

Before proceeding to 
describe the later history 
of the two fins it may be 
well to point out that their 
embryonic structure com- 


...\ 'A 
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844 . Pectoral pin of a young embryo of 
Scyllium in longitudinal and horizontal sec- 
tion . 

The skeleton of the fin was still in the condition 
of embryonic cartilage. 

b.p. basipterygium (eventual metaptcrygium) ; 
/r. fin rays; p.g. pectoral girdle in transverse 
section ; /. foramen in pectoral girdle ; pc. wall 
of peritoneal cavity. 


argument is bas^^d on the fact that a variable but often considerable number of the 
spinal nerves in front of the i)elvic fin are united, by a longitudinal commissure, with 
the true plexus of the nerves supplying the fin. From this he concludes that the pelvic 
fin has shifted its position, and that it may once therefore have been situated close 
behind the visceral arches. If this is the strongest argument which can be brought 
against the theory advocated in the text, there is I trust a considerable chance of its 
being generally accepted. For even granting that Davidoff’s deduction from the 
character of the pelvic plexus is correct, there is, so far as 1 see, no reason in the 
nature of the lateral fin theory why the pelvic fins should not have shifted, and on the 
other hand , the longitudinal cord connecting some of the spinal nerves in front of the 
pelvic fin may have another explanation. It might for instance be a remnant of the 
time when the pelvic fin had a more elongated form than at present, and accordingly 
extended further forwards. 

In any case our knowledge of the nature and origin of nervous plexuses is far too 
imperfect to found upon their character such conclusions as those of Davidoff. 
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pletely supports the view which has been arrived at from the con- 
sideration of the soft parts of the fin. 

My observations shew that the embryonic skeleton of the paired 
fin consists of a series of parallel 
rays similar to those of the un- 
paired fins. These rays support 
the soft part of the fin which has 
the form of a longitudinal ridge, 
and are continuous at their base 
with a longitudinal bar, which may 
very probably be due to secondary 
development. As pointed out by 
Mivart, a longitudinal bar is also 
occasionally formed to support the 
carti 
The 
fins 
and 

lescence of the bases of primitively 

independent rays, of which they believe the fin to have been originally 
composed. This view is probable enough in itself, but there is no 
trace in the embryo of the bar in question being formed by the 
coalescence of rays, though the fact of its being perfectly continuous 
with the bases of the rays is somewhat in favour of this view\ 

A point may be noticed here which may per]ia{)S appear to be a 
difficulty, viz. that to a considerable extent in the pectoral, and to some 
extent in the pelvic fin the embryonic cartilage from which the fin-rays 
are developed is at first a continuous lamina, which subsequently segments 
into rays. I am however inclined to regard this merely as a result of the 
mode of conversion of the indifierent mesoblast into cartilage ; and in any 
case no conclusion adverse to the above view can be drawn from it, since 
I find that the rays of the im])aired fin are similarly segmented from a 
continuous lamina. In all cases the seigmentation of the rays is to a large 
extent completed before the tissue in question is sufficiently differentiated 
to be called cartilage by an histologist. 

Thacker and Mivart both hold that the pectoral and pelvic girdles 
have been evolved by ventral and dorsal growths of the anterior end 
of the longitudinal bar supporting the fin-rays. 

There is, so far as 1 see, no theoretical objection to be taken to 
this view, and the fact of the pectoral and pelvic girdles originating 
continuously, and long remaining united with the longitudinal bars of 
their respective fins is in favour of rather than against this view. 

^ Thacker more especially founds his view on the adult form of the pelvic fins in 
the cartilaginous Ganoids; Polyodon, in which the part which constitutes the basal 
plate in other forms is divided into separate segments, being mainly relied on. It is 
possible that the segmentation of this plate, as maintained by Gegenbaur and Davidoff, 
is secondary, but Thacker’s view that the segmentation is a primitive character seems 
to me, in the absence of definite evidence to the reverse, the more natural one. 


lagiiious rays of unpaired fins, 
longitudinal bar of the paired 
is believed by both Thacker 
Mivart to be due to the coa- 


Fig. 345. Pelvic fin of a very young 
FEMALE embryo OF SCYLLIUM STKLLARE. 

hi), basipterygiiim ; })u. pubic process 
of pelvic girdle ; il. iliac process of pelvic 
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The same may be said of the fact that the first part of each girdle 
to be formed is that in the neighbourhood of the longitudinal bar 
(basipterygium) of the fin, the dorsal and ventral prolongations being 
subsequent growths* 

The later development of the skeleton of the two fins is more 
conveniently treated separately. 

The pelvic fin* The changes in the pelvic fin are comparatively 
slight. The fin remains through life as a nearly horizontal lateral 
projection of the body, and the longitudinal bar — the basipterygium 
— at its base always remains as such. It is for a considerable 
period attached to the pelvic girdle, but eventually becomes seg- 
mented from it. Of the fin rays the anterior remains directly articu- 
lated with the pelvic girdle on the separation of the basipterygium 
(fig. 347), and the remaining rays finally become segmented from the 



Fio. 846, Tbaksvsbse section tbrouoh the pectoral pin op a touno embryo op 

SCYLLIUM STELLARE. 

basipterygial bar (metapterygium) ; fr. fin ray ; w. muscles ; hf, horny fibres. 

basipterygium, though they remain articulated with it. They also 
become to some extent transversely segmented. The posterior end 
of the basipterygial bar also becomes segmented off as the terminal 
ray. 

The pelvic fin thus retains in all essential points its primitive 
arrangement. 

The pectoral fin. ^ The earliest stage of the pectoral fin differs 
from that of the pelvic fin only in minor points. There is the same 
longitudinal or basipterygial bar to which the fin-rays are attached, 
whose position at the base of the fin is clearly seen in the transverse 
section (fig. 346, mpt). In front the bar is continuous with the pec- 
toral girdle (figs. 344 and 348). 
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The changes which take place in the course of the further develop- 



Fig. 347 . Pelvic fin of a vouno male embryo of Scyllium stellare. 
hp. basipterygium • w.o. process of basipterygium continued into clasper ; il, iliac 
process of pectoral girdle ; pa, pubis. 


ment are however very much more considerable in the case of the 
pectoral than in that of the pelvic fin. 


By the process spoken of 
above, by which the attach- 
ment of the pectoral fin to 
the body wall becomes short- 
ened from behind forwards, 
the basipterygial bar is gra- 
dually rotated outwards, its 
anterior end remaining at- 
tached to the pectoral girdle; 
In this way this bar comes to 
form the posterior border of 
the skeleton of the fin (fige. 
348 and 349 mjp), constituting 
what Gegenbaur called the 
metapterygium, and even- 
tually becomes segmented off 
from the pectoral girdle, 
simply articulating with its 
hinder edge. 

The plate of cartilage, 
which is continued outwards 



848 . Pectoral fin of an embryo of Scyl» 


from the basipterygium, or 
as we may* now call it, the 
metapterygium, into the fin, 
is not nearly so completely 


lium stellabe. 

mp. metapterygium (basipterygium of earlier 
stage) ; m€,p. rudiment of future pro* and meso* 
pterygium ; sc, cut surface of scapular process ; 
cr. coracoid process ; fr, foramen ; /. horny fibres. 
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divided up into fin-rays as in the case o* pelvic fin, and this is 
especially the case with the basal part of the plate. This basal part 
becomes in fact at first only divided into two parts (fig. 348) a small 
anterior part at the front end (me.p)^ and a larger posterior along 
the base of the remainder of the fin. The anterior part directly 
joins the pectoral girdle at its base, resembling in this respect 
the anterior fin-ray of the pelvic girdle. It constitutes the rudiment 
of the mesopterygium and propterygiiim of Gegenbaur. It bears 
four fin-rays at its extremity, the anterior not being well marked. 
The remaining fin-rays are borne by the edge of the plate continuous 
with the metapterygium. 

The further changes in the cartilages of the limb are not impor- 
tant, and are easily understood by reference to fig. 349 representing 
the limb of a nearly full-grown embryo. The front end of the ante- 
rior basal cartilage becomes segmented off as a pro pterygium, bearing 
a single fin-ray, leaving the remainder of the cartilage as a mesopte- 
rygium. The remainder of the now considerably segmented fin-rays 
are borne by the metapterygium. 

The mode of development of the pectoral fin demonstrates that, 
as supposed by Mivart, the metapterygium is the horaologue of the 
basal cartilage of the pelvic fin. 

From the mode of development of the fins of Scy Ilium conclusions 
may be drawn adverse to the views recently put forward on the struc- 
ture of the fin by Gegenbaur and Huxley, both of whom consider the 
primitive type of fin to be most nearly retained in Ceratodus, and to 
consist of a central multisegmented axis with numerous rays. Gegenbaur 
deiives the Elasmobranch pectoral fin from a form which he calls the 
archipterygium, nearly like that of Ceratodus, with a median axis and two 
rows of rays ; but holds that in addition to the rays attached to the median 
axis, which are alone found in Ceratodus, there were other rays directly 
articulated to the shoulder-girdle. He considers that in the Elasmobranch 
fill the majority of the lateral rays on the posterior (median or inner 
according to his view of the position of the limb) side have become 
aborted, and that the central axis is represented by the metapterygium ; 
while the pro- and mesopterygium and their rays are, he believes, derived 
from those rays of the archipterygium which originally articulated directly 
with the shoulder-girdle. 

Gegenbaur^s view appears to me to be absolutely negatived by the facts 
of development of the pectoral fin in Scyllium ; not so much because the 
pectoral fin in this form is necessarily to be regarded as primitive, but 
because what Gegenbaur holds to be the primitive axis of the biserial fin 
is demonstrated to be really the base, and it is only in the adult that it is 
conceivable that a second set of lateral rays could have existed on the 
posterior side of the metapterygium. If Gegenbaur’s view were correct 
we should expect to find in the embryo, if anywhere, traces of the second 
set of lateral rays ; but the fact is that, as may easily be seen by an inspec- 
tion of figs. 344 and 346, such a second set of lateral rays could not pos- 
sibly have existed in a type of fin like that found in the embryo ^ With 

^ If, which I very much doubt, Gegenbaur is right in regarding certain rays found 
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this view of Gegenbaur’s it appears to me that the theory held by this 
anatomist to the effect that the limbs are modified gill arches also falls ; in 
that his method of deriving* 


the limbs from gill arches 
ceases to be admissible, while 
it is not easy to see how a 
limb, formed on the type of 
the embryonic limb of Elas- 
mobranchs, could be derived 
from a visceral arch with its 
branchial rays\ 

Gegenhaur’s older view 
that the Elasrnobranch fin 
retains a primitiv^e uniserial 
type aj:>pears to me to be 
nearer the truth than his 
more recent view on this 
subject j though I hold that 
the fundamental point estab- 
lished by the development 



Fig. 349 . Skeleton of the pectoral fin and 

PART of pectoral GIRDLE OF A NEARLY RIPE EMBRYO 
OF SCYLLIUM STELLARE, 


of these parts in Scyllium is metapterygium ; wr.p, mesopterygium ; 

that the posterior border of pp. propterygium ; cr. coracoid process. 


the adult Elasrnobranch fin 


is the primitive base line, i.e. the line of attachment of the fin to the side 
of the body. 

Huxley holds that the mesopterygium is the proximal piece of the axial 
skeleton of the limb of Ceratodus, and derives the Elasmobranoh fin from 
that of Ceratodus by the shortening of its axis and the coalescence of some 
of its elements. The secondary character of the nieso2:>torygium, and its 
total absence in the embryo Scyllium, appears to me as conclusive against 
Huxley’s view, as the character of the embryonic fin is against that of 
Gegeiibaur ; and I should be much more inclined to hold that the fin of 
Ceratodus has been derived from a fin like that of the Elasmobranchii by 
a series of steals similar to those which Huxley supposes to have led to the 
establishment of the Elasmobi'anch fin, but in exactly the reverse order. 

With reference to the develoj)meiit of the pectoral fin in the Teleostei 
there are some observations of 'Swinski (No. 488) which unfortunately do 
not throw very much light uj)on the nature of the limb. 

’Swirski finds that in the Pike the skeleton of the limb is formed of a 


plate of cartilage, continuous with the })ectoral girdle; which soon becomes 
divided into a proximal and a distal portion. The former is subsequently 
segmented into five basal rays, and the latter into twelve parts, the number 
of which subsequently becomes reduced. 


in some Elasrnobranch pectoral fins as rudiments of a second set of rays on the 
posterior side of the metapterygium, these rays will have to be regarded as structures 
in the act of being evolved, and not as persisting traces of a biserial fin. 

1 Some arguments in favour of Gegenbaur’s theory adduced by Wiedersheim as 
a result of his researches on Protopterus are interesting. The attachment which he 
describes between the external gills and the pectoral girdle is no doubt remarkable, 
but I would suggest that the observations we have on the Vascular supply of these 
gills demonstrate that this attachment is secondary. 
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These inrestigations might be regarded as tending to shew that the 
basipterygium of Elasmobranchii is not represented in Teleostei^ owing to 
the fin rays not having united uito a continuous basal bar, but the obser- 
yations are not sufficiently complete to admit of this conclusion being 
founded upon them with any certainty. 

The oheiropterygium. 

Observations on the early development of the pentadactyloiJ 
limbs of the higher Vertebrata are comparatively scanty. 

The limbs arise as simple outgrowths of the sides of the body, 
formed both of epiblast and mesoblast. In the Amniota, at all 
events, they are processes of a special longitudinal ridge known as 
the Wolffian ridge. In the Amniota they also bear at their ex- 
tremity a thickened cap of epiblast, which may be compared with 
the epiblastic fold at the apex of the Elasmobranch fin. 

Both limbs have at first a precisely similar position, both being 
directed backwards and being parallel to the surface of the body. 

In the Urodela (Qotte) the ulnar and fibular sides are primitively 
dorsal, and the radial and tibial ventral : in Mammalia however 
Kolliker states that the radial and tibial edges are from the first 
anterior. 

The exact changes of position undergone by the limbs in the 
course of development are not fully understood. To suit a terres- 
trial mode of life the flexures of the two limbs become gradually 
more and more opposite 7 till in Mammalia the corresponding joints 
of the two limbs are turned in completely opposite directions. 

Within the mesoblast of the limbs a continuous blastema becomes 
formed, which constitutes the first trace of the skeleton of the limb. 
The corresponding elements of the two limbs, viz. the humerus and 
femur, radius and tibia, ulna and fibula, carpal and tarsal bones, 
metacarpals and metatarsals, and digits, become differentiated within 
this, by the conversion of definite regions into cartilage, which may 
either be completely distinct or be at first united. These cartilagi- 
nous elements subsequently ossify. 

The later development of the parts, more especially of the carpus and 
tarsus, has been made the subject of considerable study ; and important 
results have been thereby obtained as to the homology of the various 
carpal and tarsal bones throughout the Vertebrata ; but this subject is too 
special to be treated of here. The early development, including the suc- 
cession of the growth of the different parts, and the extent of continuity 
primitively obtaining between them, has on the other hand been but little 
investigated ; recently however the development of the limbs in the Uro- 
dela has been worked out in this way by two anatomists, Gotte (No. 482) 
and Strasser (No, 487), and their results, though not on all points in com- 
plete harmony, are of considerable interest, more especially in their bearing 
on the derivation of the pentadactyloid limb from the piscine fin. Till 
however further investigations of the same nature have been made upon 
other types, the conclusions to be drawn from Gotte and Strasser’s observe- 
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tions must be regarded as somewhat provisional, the actual interpretation 
of various ontological processes being very uncertain. 

The forms investigated are Triton and Salamandra, We may remind 
the reader that the hand of the Urodela*has four digits, and the foot five, 
the fifth digit being absent in the hand^ • In Triton the proximal row of 
carpal bones consists (using Gegenbaur’s nomenclature) of (1) a radiale, and 
(*J and 3) an intermedium and ulnare, partially united The distal row is 
formed of four carpals, of which the first often does not support the first 
metacarpal ; while the second articulates with both the first and second 
metacarpals. In the foot the proximal row of tarsals consists of a tibialo, 
an intermedium and a fibulare. The distal row is formed of four tarsals, the 
first, like that in the hand, often not articulating with the first metatarsal, 
the second supporting the first and second metatarsals ; and the fourth the 
fourth and fifth metatarsals. 

The mode of development of the hand and foot is almost the same. The 
most remarkable feature of development is the order of succession of the 
digits. The two anterior (radial or tibial) are formed in the first instance, 
and then the third, fourth and fifth in succession. 

As to the actual development of the skeleton Strasser, whose observa- 
tions were made by means of sections, has arrived at the following results. 

The humerus with the radius and ulna, and the corresponding parts in 
the hind limb, are the first parts to be differentiated in the continuous plate 
of tissue from which the skeleton of the limb is formed. Somewhat later 
a cartilaginous centre appeal’s at the base of the first and second fingers 
(which have already appeared as prominences at the end of the limb) in the 
situation of the permanent second carpal of the distal row of carpals ; an^ 
the process of chondrification spreads from this centre into the fingers an(l 
into the romainder of the carpus. In this way a continuous carpal plare 
of cartilage is established, which is on the one hand continuous with the 
cartilage of the two metacarpals, and on the other with the radius and 
ulna. 

In the cartilage of the carpus two special columns may be noticed, the 
one on the radial side, most advanced in development, being continuous 
with the radius ; the other less developed column on the side of the ulna 
being continuous both with the ulna and with the radius. The ulna 
and radius are not united with the humerus. 

In the further growth the third and fourth digits, and in the foot the 
fifth digit also, gradually sprout out in succession from the ulnar side of the 
continuous carpal plate. The carpal plate itself becomes segmented from 
the radius and ulna, and divided up into the carpal bones. 

The original radial column is divided into three elements, a proximal 
the radiale, a middle element the first carpal, and a distal the second carpal 
already spoken of. The first carpal is thus situated between the basal 
cartilage of the second digit and the radiale, and would therefore 
appear to be the representative of a primitive middle row of 
carpal bones, of which the centrale is also another represen- 
tative. 

The centrale and intermedium are the middle and proximal products of 
the segmentation of the ulnar column of the primitive carpus, the distal 
second carpal being common both to this column and to the radial column. 

^ This seems to me clearly to follow from Gotte and Strasscr^s observations. 
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The ulnar or fibular side of the carpus or tarsus becomes divided into a 
proximal element — the ulnare or fibulare — the ulnare remaining partially 
united with the intermedium. There are also formed from this plate two 
carpals to articulate with digits 3 and 4; while in the foot the corre- 
sponding elements articulate respectively with the third digit, and with 
the fourth and fifth digits. 

Gotte, whose observations were made in a somewhat different method 
to those of Strasser, is at variance with him on several points. He finds 
that the primitive skeleton of the limb consists of a basal portion, the 
humerus, continued into a radial and an ulnar ray, which are respectively 
prolonged into the two first digits. The two rays next coalesce at the 
base of the fingers to form the carpus, and thus tlie division of the limb 
into the brachium, antebrachium and manus is effected. 

The ulna, which is primitively prolonged into the second digit, is sub- 
sequently separated from it and is prolonged into the third ; from the 
side of the part of the carpus connecting the ulna with the third digit 
the fourth digit is eventually budded out, and in the foot the fourth and 
fifth digits arise from the corresponding region. Each of the three columns 
connected respectively with the first, second, and third digits becomes 
divided into three successive carpal bones, so that Giitte holds the skeleton 
of the hand or foot to be formed of a proximal, a middle, and a distal row 
of carpal bones each containing potentially three elements. The proximal 
row is formed of the radiale, intermedium and ulnare; the middle row of 
carpal 1, the centrale and carpal 4, and the distal of carpal 2 (consisting 
according to Gotte of two coalesced elements) and carpal 3. 

Tlie derivation of the Cheiropteryginm from the Ichthyopterygium,, All 
anatomists are agreed that the limbs of the higher Vertebrata are derived 
from those of Fishes, but the gulf between the two types of limbs is so 
great that there is room for a very great diversity of opinion as to the 
mode of evolution of the cheiropterygium. The most important speculations 
on the subject are those of Gegenbaur and Huxley. 

Gegenbaur holds that the cheiropterygium is derived from a uniserial 
piscine limb, and that it consists of a primitive stem, to which a series of 
lateral rays are attached on one (the ulnar) side ; while Huxley holds that 
the cheiropterygium is derived from a bisei ial piscine limb by “ the length- 
ening of the axial skeleton, accompanied by the removal of its distal 
elements further away from the shoulder-girdle and by a diminution in the 
number of the rays.” 

Neither of these theories is founded upon ontology, and the only onto- 
logical evidence we have which beai’s on this qin^stion is that above re- 
corded with reference to the development of the Urodele limb. 

Without holding that this evidence can be considered as in any way 
conclusive, its tendency would appear to me to be in favour of regarding 
the cheiro[»terygium as derived from a uniserial type of fin. The humerus 
or femur would appear to be the basipterygial bars (metapterygiura), which 
have become directed outwards instead of retaining their original position 
parallel to the length of the body at the base of the fin. The anterior 
(proximal) fin-rays and the pro- and mesopteiygium must be supposed 
to have become aborted, while the radius or ulna, and tibia or fibula are 
two posterior fin-rays (])robably each representing several coalesced rays 
like the pro- and mesopterygium) which suppoi-t at their distal extremities 
more numerous fin-rays consisting of the rows of carpal and tarsal bones. 
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This view of the cheiropteryginm corresponds in some respects with that 
put forward by Gotte as a result of his investigations on the development 
of the Urodele limbs, though in other respects it is very different. A diffi- 
culty of this view is the fact that it involves our supposing that the radial 
edge of the limb corres{)onds with the metapterygial edge of the piscine 
fin. The difficulties of this position have been clearly pointed out by 
Huxley, but the fact that in the primitive position of the Urodele limbs 
the radius is ventral and the ulna dorsal shews that this difficulty is not 
insuperable, in that it is easy to conceive the radial border of the fin to 
have become rotated from its primitive Elasmobranch position into the 
vertical position it occupies in the embryos of the Urodela, and then to 
have been further rotated from this position into that which it occupies 
in the adult Urodela and in all higher forms. 
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CHAPTER XXI. 

THE BODY CAVITY, THE VASCULAR SYSTEM, AND 
THE VASCULAR GLANDS. 

The body cavity. 

In the Coelenterata no body cavity as distinct from the alimentary 
cavity is present ; but in the remaining Invertebrata the body cavity 
may (1) take the form of a wide space separating the wall of the gut 
from the body wall, or (2) may be present in a more or less reduced 
form as a number of serous spaces, or (3) only be represented by 
irregular channels between the muscular and connective-tissue cells 
filling up the interior of the body. The body cavity, in whatever 
form it presents itself, is probably filled with fluid, and the fluid in 
it may contain special cellular elements. A well developed body 
cavity may coexist with an independent system of serous spaces, as in 
the Vertebrata and the Echinodermata; the perihaemal section of the 
body cavity of the latter probably representing the system of serous 
spaces. 

In several of the types with a well developed body cavity it has 
been established that this cavity originates in the embryo from a 
pair of alimentary diverticula, and the cavities resulting from the 
formation of these diverticula may remain distinct, the adjacent walls 
of the two cavities fusing to form a dorsal and a ventral mesentery. 

It is fairly certain that some groups, e.g. the Tracheata, with 
imperfectly developed body cavities are descended from ancestors 
which were provided with well developed body cavities, but how far 
this is universally the case cannot as j'^et be definitely decided, and 
for additional information on this subject the reader is referred to 
pp. 294 — 297 and to the literature there referred to. 

In the Chaetopoda and the Tracheata the body cavity arises as a 
series of paired compartments in the somites of mesoblast (fig. 350) 
which have at first a very restricted extension on the ventral side of 
the body, but eventually extend dorsalwards and ventralwards till 
each cavity is a half circle investing the alimentary tract; on the 
dorsal side the walls separating the Wo half cavities usually remain 
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as the dorsal mesentery, while ventrally they are in most instances 



Fio. 350 . LoNOITUDINAI. sec l ion THKOUGH an E^IEHYO of AciEElNA LAJiYHlNTHICA. 

The section is taken slightly to one side of the middle line so as to sliew the rela- 
tion of the inesoblastic somites to the limbs. In tlie interior are seen the yolk 
segments and their nuclei. 

1 — 10. the segments; proeephalic lobe ; do. dorsal integument. 

absorbed. The t^all8vel^e wal!s, separating tlie successive compart- 
ments of the body cavity, generally become more or Jess 2 )erforated. 

Chordata. In the Chordata tlie primitive body cavity is either 
directly formed from a pair of alimentary diverticula (Cephalochorda) 
(fig. 3) or as a pair of sjiaces in the inesoblastic plates of the two 
sides of the body (fig. 20). 

As already exjilained (pp. 244 — 249) tlie walls of the dorsal sec- 
tions of the primitive body cavity soon become separated from those 
of the ventral, and becoming segmented constitute the muscle plates, 
while the cavity within them becomes obliterated : they are dealt, 
with in a separate chapter. The ventral part of the primitive cavity 
alone constitutes the permanent body cavity. 

The primitive body cavity in the lower Vertebrata is at first con- 
tinued forwards into the region of the head, but on the formation of 
the visceral clefts the cephalic section of the body cavity becomes 
divided into a series of separate compartments. Subsequently these 
sections of the body cavity become obliterated ; and, since their walls 
give rise to muscles, they may probably be looked upon as equivalent 
to the dorsal sections of the body cavity in the trunk, and will be 
treated of in connection with the muscular system. 

As a result of its mode of origin the body cavity in the trunk is 
at first divided into two lateral halves; and part of the mesoblast 
lining it soon becomes distinguished as a special layer of epithelium, 
known as the peritoneal epithelium, of which the part bounding 
the outer wall forms the somatic layer, and that bounding the inner 
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wall the splauclinic layer. Between the two aplaiichiiic layers is 
placed the gut. On the ventral side, in the region of the permanent 
gut, the two halves of tlio l)od3' cavity soon coalesce, the septum be- 
tween them becoming absorbed, and the splancbiiic layers of epithe- 
lium of the two sides uniting at the ventiol side of Ibe gut, and the 
somatic layers at the median ventral line of the body wall (fig. 351). 

In the lower Vertebiata (be body cavity is originally ])reseiit even 
in the posl-anal region of the trunk, but usually atrophies early, fre- 
quently before tlie two halves coalesce. 

On the dojvsal side of the gut the two halves of the body cavity 
never coalesce, but eventually the splanchnic layers of epilheliuni of 
the two sides, together with a thin lay(‘r of interposed mesoblast, form 
a delicate membrane, known as the mesentery, which suspends the 
gut from the dorsal wall of the body (fig. 119 and 351). On the dorsal 
side the epithelium lining of the body cavity is usually more columnar 

than elsewhere (fig. 351), and its cells 
partly form a covering for the generative 
organs, and partly give rise to the 
primitive germinal cells. This part of 
the epithelium is often known as the 
germinal epithelium. 

Over the greater part of the body 
cavity the lining epithelium becomes in 
the adult intimately united with a layer 
of the subjacent connective tissue, and 
constitutes with it a special lining mem- 
brane for the body cavity, known as the 
peritoneal membrane. 

Abdominal pores. In the Cydoato- 

iiiata, the majority of the EJasiiiobriiiichii, 
the Ganoidei, a few Telcostei, the Dipnoi, 
and some Sauropsida (Ohelonia and Croco- 
dilia) the body cavity is in communication 
with the exterior by a pair of pores, known 
as abdominal pores, the external open- 
ings of which are usually situated in the 
cloaca'. 

The ontogeny of these pores has as yet 
been but very slightly investigated. In the 
Lamprey they are formed as apertures lead- 
ing from the huily cavity into the excretory 
section of the ])riinitive cloaca. This section 
would appear from Scott’s (No. 87) observa- 
tions to be derived from part of the hypo- 
blastic cloacal section of the alimentary 
tract. 

^ For a full account of these structures the reader is referred to T. W. Bridge, 
“Pori Abdominales of Vortebriita.” Journal of Anat. and Physiol. ,yo\. aiv., 1879. 



Fig, 351. Skction thuougii 

THi: THUNK OF A SCYLLIUM KMliU YU 
SJiIQUTLY yOUNGEB THAN 28 F. 

sp.c. spinal canal ; W. white 
matter of spinal cord ; pr. poste- 
rior nerve.roots ; ch. notochord ; 
X. Bub-notochordal rod; ao. aorta ; 
mp. muscle-plate; mp*. inner layer 
of muscle-plate already oonvertEtd 
into muscles ; Fr. rudiment of 
Tcrtebral body ; st. segmental 
tube; .5ff. se^miental rhict ; sp.-o. 
spiral valve ; i>. subiutestinal vein ; 
p.o. primitive generative cells. 
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In all other e.iMos tlioy an^ furinoil in a region wliii-h appears to belo.i^ 
to the opil)l:istio ro'^ioii of the cloaea ; and from my observations on Elas- 
niobranrhs it may hi', certainly concluded that they are formed ther.^ 
in this ^riui[i. Thr^y iniiy appear as jierfu rations (1) at the apices of 
papillifoi iii prolongations of the body cavity, or (2) at the ends of cloacal 
pits dirertiMl frinn the exterior towards the body cavity, or (11) as simple 
slit-like njuMiings. 

Oonsiderijig iho dilffrciii'o in dcvclopineiit between the abdoniinnl pores 
of most tyi)Os, and thosi; of the Cyclostoniata, it is open to doubt whether 
these two ty[)es of [)ores are strictly homologous. 

In the Oyclostoniatu they serve for the passiigc ontwanls of the genera- 
tive products, and they also have this function in some of the few Teleo.stei 
in which they are fouinl ; and (icgcnbaur and Bridge Imld that the primi- 
tive inoile of exit fd‘ t.liij gi’iierativc products, prior to the development 
of the Miillerian duels, wa.s proliably by means of tJmse pores. I have 
elsewhere suggested that the abdominal j)ores 
are pci haps remnants of tlie o|)t‘niiig.s of 
segmental tubes; there doc.s not however 
appear to be any dehnito livi deuce in favour 
of this view, and it is more probaVde that 
tliey may have arisen as simple perforations 
of the body wall. 

Pericardial cavity, pleural cavitied, 
and diaphragm. In hU Vertidjrata the 
heart is at first placed in tlie body cavity 
(fig. 353 A), but tlie part of the body cavity 
containing it afterwards becomes sepa- 
rated as a distinct cavity known as the 
pericardial c a v i t y. In Elasin obraiichii, 

Acipenser, etc. a passage is however left 
bi'tweeii I be pericavilial ca vity and the 
bodyeavity; and in the Lamprey a «e[)a- 
ratioji between the two eavitie.s doe.s nut 
occur during tlie, AmniociBtc stage. 

In Ela.sniobiaiicliii the pericardial 
cavity hecoines estalilisheil as a distinct 
space ill front of tiie body cavity in the 
following way. When the hvo ductus 
(Juvieri, leading tran.sversely from the 
sinus veno.siis to ihu caiiliual veins, be- 
come developoil, a, horizontal septnni, 
shewn on the right side in fig. 352, is 
formed to sn[)|)ort tluun, stretching across 
from the splanchnic to the somatic side 
of the body cavity, and dividing the body 
cavity (tig. 352) in this part into (1) a 
dorsal section fonneil of a right and left 
division constituting the true bodyeavity 



Fiii.S52. Sehtion throuuii 

TIIK TKUMv nr A Hi: YLLIUU EMBBYf) 
.SiLIIOlTI.Y YtM’MrKll THAN 28 F. 


Till’ li^iirc tin: .si'piim- 

tion of tlu’ lioily uavity Irnm the 
perictti diid cavity by a horizontal 
Heptum ill which ruu.s the ductun 
Cuvicri ; on the left aide is seen 
the naiTDW passage which remains 
connecting the two cavities. 

iip.w sfiiiial I'jiiiiil ; W. white 
matter of spinal cnnl ; cniri- 
missure connecting' tlio pu.sterioi’ 
nerve-roots; ch. nntnehord ; r. 
sub-notocliorrliil rod; ar). amta; 
jii'. sinus viniosus ; ivrr. canliiinl 
vein; /if. hi'Uit; }ij). bmly cavity; 
pr. pericaiilial c.ivity; n’^■, solid 
trsnphagns ; f. liver ; utp. muscle- 
plate. 
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THE PERICARDIAL CAVITY. 


ipp), and (2) a ventral part the pericardial cavity (pc). The septum 
is at first of a very small longitudinal extent, so that both in front 
and behind it (fig. 852 on the left side) the dorsal and ventral 
sections of the body cavity are in free communication. The septum 
soon however becomes prolonged, and ceasing to be quite horizontal, 
is directed obliquely upwards and forwards till it meets the dorsal 
wall of the body. Anteriorly all communication is thus early shut 
off between the body cavity and the pericardial cavity, but the two 
cavities still open freely into each other behind. 

The front part of the body cavity, lying dorsal to the pericardial 
cavity, becomes gradually narrowed, and is wholly obliterated long 
before the close of embryonic life, so that in adult Elasmobraiich 
Fishes there is no section of the body cavity dorsal to the pericardial 
(savity. The septum dividing the body cavity from the pericardial 
cavity is prolonged backwards, till it meets the ventral wall of the body 
at the point where the liver is attached by its ventral mesentery 
(falciform ligament). In this way the pericardial cavity becomes 
completely shut off from the body cavity, except, it would seem, for 
the narrow communications found in tlie adult. The origin of these 
communications has not however been satisfactorily worked out. 

The septum between the pericardial cavity and the body cavity is 
attached on its dorsal aspect to the liver. It is at first nearly hori- 
zontal, but gradually assumes a more vertical position, and then, 
owing to the obliteration of the primitive anterior part of the body 
cavity, appears to mark the front boundary of the body cavity. The 
above description of the mode of formation of the pericardial cavity, 
and the explanation of its relations to the body cavity, probably holds 
true for Fishes generally. 

In the higher types the earlier changes are precisely the same as 
those in Elasinobranch Fishes. The heart is at first placed within 
the body cavity attached to the ventral wall of the gut by a ineso- 
cardium (fig 358 A). A horizontal septum is then formed, in which 
the ductus Cuvieri arc placed, dividing the body cavity for a short 
distance into a dorsal (pp) and ventral {pc) section (fig. 353 B). In 
Birds and Mammals, and probably also in Reptilia, the ventral and 
dorsal parts of the body cavity are at first in free communication 
both in front of and behind this septum. This is shewn for the 
Chick in fig. 353 A and B, which are sections of the same chick, 
A being a little in front of B. The septum is soon continued for- 
wards so as completely to separate the ventral’ pericardial and the 
dorsal body cavity in front, the pericardial cavity extending at this 
period considerably further forwards than the body cavity. 

Since the horizontal septum, by its mode of origin, is necessarily 
attached to the ventral side of the gut, the dorsal part of the primitive 
body space is divided into two halves by a median vertical septum 
formed of the gut and its mesentery (fig. 353 B). Posteriorly the 
horizontal septum grows in a slightly ventral direction along the 
under surface of the liver (fig. 354), till it meets the abdominal wall 
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of the body at the insertion of the falciform ligament, and thus 
completely shuts off the pericardial cavity from the body cavity. 
The horizontal septum forms, as is obvious from the above description, 
the dorsal wall of the pericardial cavity 

With the complete separation of the pericardial cavity from the 
body cavity, the first period in the development of these parts is 
completed, and the relations of the body cavity to the pericardial 
cavity become precisely those found in the embryos of Elasmo- 
branchii. The later changes are however very difterent. Whereas 
in Fishes the right and left sections of the body cavity dorsal to the 
pericardial cavity soon atrophy, in the higher types, in correlation 
with the relatively backward situation of the heart, they rapidly 
become larger, and receive the lungs which soon sprout out from the 
throat. 

The diverticula which form the lungs grow out into the splanchnic 
mesoblast, in front of the body cavity ; but as they grow, they extend 
into the two anterior compartments of the body cavity, each attached 

A B 


r:» 



V. 



Fio. 353. Tbansvebsb sections through a Chick embryo with twenty-one 

MESOBLASTIC SOMITES TO SHEW THE FORMATION OP THE PERICARDIAL CAVITY, A. BEING 
THE ANTERIOR SECTION. 

j9jp. body cavity ; pc. pericardial cavity ; ah alimentary cavity ; aw. auricle ; v. ven- 
tricle ; 8v, sinus venosus ; dc, ductus Cuvieri ; oo. aorta ; wtp. muscle-plate ; me. 
medullary cord. 


1 KdUiker’s account of this septum, which he calls the mesooardium laterale (No. 
398 , p. 295), would seem to imply that in Mammals it is completed posteriorly even 
before the formation of the liver. I doubt whether this takes place quite so early as 
he implies, but have not yet determined its exact period by my own observations. 
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by its mesentery to the mesentery of the gut (fig. 354 Ig). They soon 

moreover extend beyond the region 
of the pericardium into the undivided 
body cavity behind. This holds not 
only for the embryos of the Amphibia 
and Saiiropsida, but also for those of 
Mammalia. 

To understand the further changes 
in the pericardial cavity it is necessary 
to bear in mind its relations to the 
adjoining parts. It lies at this period 
completely ventral to the two anterior 
prolongations of the body cavity con- 
taining the lungs (fig. 854). Its dorsal 
wall is attached to the gut, and is con- 
tinuous with the mesentery of the gut 
passing to the dorsal abdominal wall, 
forming the posterior mediastinum of 
human anatomy. 

The changes which next ensue 
consist essentially in the enlargement 
of the sections of the body cavity 
dorsal to the pericardial cavity. This 
enlargement takes place partly by the 
elongation of the posterior medias- 
tinum, but still more by the two di- 
visions of the body cavity which con- 
tain the lungs extending themselves 
ventrally round the outside of the 
pericardial cavity. This process is illustrated by fig. 355, taken from 
an embryo Rabbit. The two dorsal sections of the body cavity {pl^p) 
finally extend so as completely to envelope the pericardial cavity 
(pc), remaining however separated from each other below by a 
lamina extending from the ventral wall of the pericardial cavity to 
the body wall, which forms the anterior mediastinum of human 
anatomy. 

By these changes the pericardial cavity is converted into a closed 
bag, completely stirrounded at its sides by tlie two lateral halves of 
the body cavity, which were primitively placed dorsally to it. These 
two sections of the body cavity, which in Amphibia and Sauropsida 
remain in free communication with the undivided peritoneal cavity 
behind, may, from the fact of their containing the lungs, be called 
the pleural cavities. 

In Mammalia a further change takes place, in that, by the forma- 
tion of a vertical partition across the body cavity, known as the 
diaphragm, the pleural cavities, containing the lungs, become iso- 
lated from the remainder of the body or peritoneal cavity. As shewn 
by their development the so-rcalled pleurae or pleural sacks are simply 



Fig. 354. Section thbough the 

CARDIAC REGION OF AN KMRRYO OF 

Lacerta Muralis of 9 mm, to shew 

THE MODE OF FORMATION OF THE 
PERICARDIAL CAVITY. 

ht. heart ; pc. pericardial cavity ; 
ah alimentary tract ; Ig. lung ; h 
liver ; pp. body cavity ; mxL open 
end of Mullerian duct ; wd. Wolffian 
duct ; VC. vena cava inferior ; ao. 
aorta ; ch. notochord ; me. medullary 
cord. 
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the peritoneal linings of the anterior divisions of the body cavity, 
shut off from the remainder of the body cavity by the diaphragm. 



ht. heart ; pc. pericardial cavity ; pl.p, pleural cavity ; Ig. lung ; aL alimentary 
tract; ao. dorsal aorta; ch. notochord; rp. rib; st, sternum ; spx. spinal cord. 


The exact mode of formation of the diaphragm is not fully made 
out; the account of it recently given by Cadiat (No. 491) not being 
in my opinion completely satisfactory. 

Bibliography. 

( 491 ) M. Cadiat. ‘‘Du d^veloppement de la partie c^phalothoracique de I’em- 
bryon, de la formation du diaphragme, des pleures, du p^ricarde, du pharynx et de 
I’cesophage.” Journal de V Anatomic et de la Physiologies Vol. xiv. 1878. 


Vascukir System. 

The actual observations bearing on the origin of the vascular 
system, using the term to include the lymphatic system, are very 
scanty. It seems probable, mainly it must be admitted on a priori 
grounds, that vascular and lymphatic systems have originated from 
the conversion of indefinite spaces, primitively situated in the general 
connective tissue, into definite channels. It is quite certain that 
vascular systems have arisen independently in many types; a very 
striking case of the kind being the development in certain parasitic 
Copepoda of a closed system of vessels with a red non-corpusculated 
blood (E. van Beneden, Heider), not found in any other Crustacea. 
Parts of vascular systems appear to have arisen in some cases by a 
canalization of cells. 
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The blood systems may either be closed or communicate with 
the body cavity. In cases where the primitive body cavity is atro- 
phied or partially broken up into separate compartments (Insecta, 
Mollusca, Discophora, etc.) a free communication between the vas- 
cular system and the body cavity is usually present; but in these 
cases the communication is no doubt secondary. On the whole it 
would seem probable that the vascular system has in most instances 
arisen independently of the body cavity, at least in types where the 
body cavity is present in a well-developed condition. As pointed 
out by the Hertwigs, a vascular system is always absent where there 
is not a considerable development of connective tissue. 

As to the ontogeny of the vascular channels there is still much to be 
made out both in Vertebrates and Invertebrates. 

The smaller channels often rise by a canalization of cells. This process 
has been satisfactorily studied by Laokester in the Leech*, and may easily 
be observed in the blastoderm of the Chick or in the epiploon of a newly 
born Rabbit (Schafer, Ranvier). In either case the vessels arise from a net- 
work of cells, the superficial protoplasm and part of the nuclei giving rise 
to the walls, and the blood corpuscles being derived either from nucleated 
masses set free within the vessels (the Chick) or from blood corpuscles 
directly differentiated in the axes of the colls (Mammals). 

Larger vessels would seem to be formed from solid cords of cells, the 
central cells becoming converted into the cor})uscles, and the peripheral cells 
constituting the walls. This mode of formation has been observed by 
myself in the case of the Sfuder’s heart, and by other observers in other 
Invertebrata. In the Vertebrata a more or less similar mode of formation 
appears to hold good for the larger vessels, but further investigations are 
still required on this subject. Gbtte finds that in the Frog the larger 
vessels are formed as longitudinal spaces, and that the walls are derived 
from the indifferent cells bounding these spaces, which become flattened 
and united into a continuous layer. 

The early formation of vessels in the Vertebrata takes place in the 
.splanchnic mesoblast ; but this appears due to the fact that the circula- 
tion is at first mainly confined to the vitelline region, which is covered 
by splanchnic mesoblast. 


The Heart. 

The heart is essentially formed as a tubular cavity in the 
splanchnic mesoblast . on the ventral side of the throat , immediately 
behind the region^ the visceral clefts . The walls of this cavity are 
formeil of two layers, an outer thicker layer, which has at first only 
the form of a half tube, being incomplete on its dorsal side.^ and an 
inner lamina formed of delicate flattened cells. The latter is the 
epithelioid lining of the heart, and the cavity it contains the true 
cavity of the heart. The outer layer gives rise to the muscular wall 
and peritoneal covering of the heart. Though at first it has only the 

^ “ Connective and vasifactive tiasnea of the Leech.” Quart. J. of Micr. Science^ 
Vol. xx. 1880 . 
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form of a half tube (fig, 856), it soon becomes folded in on the dorsal 
side so as to form for the heart a complete muscular wall. Its two 
sides, after thus meeting to complete the 
tube of the heart, remain at first con- liiii&Hfll 

tinuous with the splanchnic mesoblast 

surrounding the throat, and form a pro- mm 

visional mesentery — the mesocardium — \^m^m 

which attaches the heart to the ventral Iff ^1^ 

wall of the throat. The superficial —hi 

stratum of the wall of the heart differ- 
entiates itself as the peritoneal covering. 

The inner epithelioid tube takes its \\ Jr 

origin at the time when the general 

cavity of the heart is being formed by 

the separation of the splanchnic meso- \ 

blast from the hypoblast. During this # 

process (fig. 357) a layer of mesoblast „ or/, u 

^ . 1 , 1 I 1 , 1 , 35b. Section throuoh 

remains close to the hypoblast, but con- ^he pisvfiLopiNo hpjAkt of an km- 

nected with the main mass of the meso- of an Elasmowianch (Pris- 

blast by protoplasmic processes. A 

secoQd layer next becomes split from X’ 

the splanchnic mesoblast, connected with matic mesoblast ; hi, heart, 
the first layer by the above-mentioned 

protoplasmic processes. These two layers form together the epithe- 
lioid lining of the heart; between them is the cavity of the heart, 


Fm. 35b. Section throuoh 

THE developing HEART OF AN EM- 
RllYO OF AN ElASMOHRANCH (PhS- 
tiurus). 

al, alimentary tract ; up, 
splanchnic mesoblast ; «o. so- 

matic mesoblast ; lit, heart. 



Fig. 357. Transverse section through the posterior part of the 
HEAD OF an embryo ChICK OF THIRTY HOURS. 
lih, hind-brain ; vg. vagus nerve ; tp. epiblast ; c/t. notochord ; x, thickening of 
hypoblast (possibly a rudiment of the sub-notoohordal rod); al. throat; hi. heart; 
pp, body cavity ; no, somatic mesoblast ; sf. splanchnic mesoblast ; hy, hypoblast. 
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which soon loses the protoplasmic trabeculae which at first traverse 
it. The cavity of the heart may thus be described as being formed 
by a hollowing out of the splanchnic mesoblast, and resembles in its 
mode of origin that of other large vascular trunks. 

The above description applies only to the development of the 
heart in those types in which it is formed at a period after the 
throat has become a closed tube (Elasmobranchii, Amphibia, Cyclo- 
stomata., Ganoids (?)). In a number of other cases, in which the 
heart is formed before the conversion of the throat into a closed 
tube, of which the most notable is that of Mam mals (Hensen, Gotte, 
Kolliker), t he heart arises as tw o indepeadint tubes (fig. 358), which 
^entu al ^ coal es^ into an imp^e^structure. 

ItTliiammals the two tubes out of which the heart is formed appear at 
the sides of the cephalic plates, opposite the region of the mid- and hind- 
brain (fig. 358). They arise at a time when the lateral folds which form 
the ventral wall of the throat are only just becoming visible. Each half of 
the heart originates in the same way as the whole heart in Elasmobranchii, 
etc.; and the layer of the splanchnic mesoblast, which forms the muscular 
wall for each part (uM), has at first the form of a half tube open below to 
the hypoblast. 

On the formation of the lateral folds of the splanchnic walls, the two 
halves of the heart become carried inwards and downwards, and eventually 

A. 



Fia. 358. Tbansvbrbe section through the hear op a Babbit op the same 
AGE AS PIG. 144 B. (From Kdlliker.) 

B is a more highly magnified representation of part of A. 
r/. medullary groove ; mp. medullary plate ; no. medullary fold ; h. epiblast ; 
dd. hypoblast; dd'. notochordal thickening of hypoblast; sp. undivided mesoblast; 
/ip. somatic mesoblast; d/p. splanchnic mesoblast; ph. pericardial section of body- 
cavity ; ahh. muscular wall of heart ; ihh. epithelioid layer of heart ; mes. lateral 
undivided mesoblast j 8w» part of the hypoblast which will form the ventral wall of 
the phaiynx. 
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meet on the ventral side of the throat. For a short time they here remain 
distinct, but soon coalesce into a single tube. 

* In Birds, as in Mammals, the heart makes its appearance as two tubes, 
but arises at a j)eiiod when the formation of the throat is very much more 
advanced than in the case of Mammals. The heart arises immediately 
behind the point up to which the ventral wall of the throat is established 
and thus has at first a A-shaped form. At the apex of the A , which forms 
the anterior end of the heart, the two halves are in contact (fig. 357), 
though they have not coalesced ; while behind they diverge to be continued 
as the vitelline veins. As the folding in of the throat is continued back- 
wards the two limbs of the heart are brought together and soon coalesce 
from before backwards into a single structure. Fig. 35^ A and B shews the 
heart during this process. The two halves have coalesced anteriorly (A) 
but are still widely separated behind (B). In Teleostei the heart is f<*rmed 
as in Birds and Mammals by the coalescence of two tubes, and it arises 
before the formation of the throat. 
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The fact that the heart arises in so many instances as a double 
tube might lead to the supposition that the ancestral Vertebrate had 
two tubes in the place of the present unpaired heart. 

The following considerations appear to me to prove that this con- 
clusion cannot be accepted. If the folding in of the splanchnopleure 
to form the throat were deferred relatively to the formation of the 
heart, it is clear that a modification in the development of the heart 
would occur, in that the two halves of the heart would necessarily be 
formed widely apart, and only eventually united on the folding in of 
the wall of the throat. It is therefore possible to explain the double 
formation of the heart without having recourse to the above hypo- 
thesis of an ancestral Vertebrate with two hearts. If the explanation 
just suggested is the true one the heart should only be formed as 
two tubes when it arises prior to the formation of the throat, and as 
a single tube when formed after the formation of the throat. Since 
this is invariably found to be so, it may be safely concluded that the 
formation of the heart as two cavities is a secondary mode of develop- 
ment^ which has been brought about by valuations in the period of the 
closing in of the wall of the throat 

The heart arises continuously with the sinus venosus, which in 
the Amniotic Vertebrata is directly continued into the vitelline 
veins. Though at first it ends blindly in front, it is very soon con- 
nected with the foremost aortic arches. 

The simple tubular heart, connected as above described, grows 
more rapidly than the chamber in which it is contained, and is soon 
doubled upon itself, acquiring in this way an S-shaped curvature, 
the posterior portion being placed dorsally,and the anterior ventrally. 
A constriction soon appears between the dorsal and ventral portions. 

The dorsal section becomes partially divided otf behind from the 
sinus venosus, and constitutes the relatively thin-walled auricular 
section of the heart; while the ventral portion, after becoming distinct 
anteriorly from a portion continued forwards from it to the origin of 
the branchial arteries, which maybe called the truncus arteriosus, 
acquires very thick spongy muscular walls, and becomes the ven- 
tricular division of the heart. 

The further changes in the heart are but slight in the case of the Pisce.**. 
A pair of simple membranous valves becomes established at the auriculo- 
ventiicular orifice, and further changes take place in the truncus arteriosus. 
This part becomes divided in Elasmobranchii, Gaiioidei, and Dipnoi into a 
posterior section, called the conus arteriosus, provided with a series of 
transverse rows of valves, and an anterior section, called the bulbus 
arteriosus, not provided with valves, and leading into the branchial 
arteries. In most Teleostei (except Butirinus and a few other forms) the 
conus arteriosus is all but obliterated, and the anterior row of its valves 
alone preserved; and the bulbus is very much enlarged*. 

1 Vide Gegenbaur, “Zur vergleich. Anat* d. Herzens.’* JenaUche Zeit.^ Vol. ii. 
1866, and for recent important observations, J. E. V. Boas, “ TJeb. Herz u. Arterien- 
bogen bei Oeratoden u. Protopterus,” and “Ueber d. conus arter. b. Butirinus, etc.,” 
Morphol, Jahrh.^ Vol. vi. 1880. 
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In the Dipnoi important changes in the heart are efTected, as compared 
with other Fishes, by the development of true lungs. Both the auricular 
and ventricular chamber may be imperfectly divided into two, and in the 
conus a partial longitudinal septum is develoijed in connection with a 
longitudinal row of valves *. 

In Amphibia the heart is in many respects similar to that of the Dipnoi. 
Its curvature is rather that of a screw than of a simple S. The truncns 
arteriosus lies to the left, and is continued into the ventricle which lies 
ventrally* and more to the right, and this again into the dorsally placed 
auricular section. 

After the heart has reached the piscine stage, the auricular section 
(Bombinator) becomes prolonged into a right and left auricular appendage. 
A septum next grows from the roof of the auricular portion of the heart 
obliquely backwards and towards the left, and divides it in two cham- 
bers ; the right one of which remains continuous with the sinus venosus, 
while the left one is completely shut off from the sinus, though it soon 
enters into communication with the newly established pulmonary veins. 
The truncus arteriosus* is divided into a posterior conus arteriosus (pylan- 
gium) and an anterior hulhus (syn'angium). The former is provided with a 
proximal row of valves at its ventricular end, and a distal l ow at its anterior 
end near the bulbus. It is also j)rovided with a longitudinal septum, which 
is no doubt homologous with the septum in the conus arteriosus of the 
Dipnoi. The bulbus is well developed in many Urodela, but hardly exists 
in the Anura. 

In the Amniota further changes take place in the heart, result- 
ing in the abortion of the distal rows of valves of the conus arteriosus^ 
and in the splitting up of the whole truncus arteriosus into three ves- 
sels in Reptilia, and two in Birds and Mammals, each opening into 
the ventricular section of the heart, and provided with a special set 
of valves at its commencement. In Birds and J\1 animals the ventricle 
becomes moreover completely divided into two cliambers, each com- 
municating with one of tlie divisions of the primitive truncus, known 
in the higher types as the systemic and pulmonary aortaa. The 
character of the development of the heart in the Amniota will be 
best understood from a description of what takes place in the Chick. 

In Birds the originally sti'aight lieai t (fig. 109) soon becomes doubled 
up upon itself. The ventricular portion becomes placed on the ventral and 
right side, w’bile the auricular section is dorsal and to the left. The two 
parts are separated from each other by a slight constriction known as the 
canalis auricularis. Anteriorly the ventricular cavity is continued into the 
truncus, and the venous or auricular portion of the heart is similarly com 

^ Boas holds that the longitudinal septum is formed by the coalescence of a row of 
longitudinal valves, but this is opposed to Lankester’s statements, **On the hearts of 
Ceratodus, Protopterus and Chimtera,” etc. ZooL Tram, Vol. x. 1879. 

* For a good description of the adult heart vide Huxley, Article “Amphibia,** in 
the Encyclopedia Britannica, 

3 It is just possible that the reverse may be true, vide note cn p. 526. If however, 
as is most probable, the statement in the text is correct, the valves at the mouth of 
the ventricle in Teleostei are not homologous with those of the Amniota ; the former 
being the distal row of the valves of the conus, the latter the proximal. 



526 


THE HEART OF A VES. 


uected behind with the sinus venosus. The auricular appendages grow oui 
from the auricle at a very early period. The general appearance of the heart 
as seen from the ventral side on the fourth day, is shewn in fig. 360. A1 
though the external divisions of the heart are well marked even befon 
this stage, it is not till the end of the third day that the internal partitions 
become apparent ; and, contrary to what might have been anticipated fron 
the evolution of these parts in the lower types, the ventricular septun 
is the first to be established. 

It commences on the third day as a crescentic ridge or fold springing 
from the convex or ventral side of the rounded ventricular portion of the 
heart, and on the fourth day grows rapidly across the ventricular cavit) 
towards the concave or dorsal side. It thus forms an incomplete longitu 
dinal partition, extending from the canalis auricularis to the commencemeiH 
of the truncus arteriosus, and dividing the twisted ventricular tube into 

two somewhat curved canals, one more 
to the left and above, the other to 
the right and below. These communi- 
cate with each other, above the free 
edge of the partition, along its whole 
length. 

Externally the ventricular portion 
as yet shews no division into two parts, 
By the fifth day the venous end o1 
the heart, though still lying somewhat 
to the left and above, is placed as far 
forwards as the arterial end, the whole 
organ appearing to be drawn together. 
The ventricular septum is complete. 

The apex of the ventricles becomes 
more and more pointed. In the au- 
ricular portion a small longitudinal fold 
appears as the rudiment of the auricular septum, while in the canalis 
auricularis, which is now at its greatest length, there is also to be seen 
a commencement of the valvular structures tending to separate the cavity 
of the auricles from those of the ventricles. 

About the 106th hour, a septum begins to make its appearance in the 
truncus arteriosus in the form of a longitudinal fold, which according to 
Tonge (No. 495) starts at the end of the truncus furthest removed from the 
heat t. It takes origin from the wall of the truncus between the fourth and 
fifth pairs of arches, and grows downwards in such a manner as to divide 
the truncus into two channels, one of which leads from the heart to the third 
and fourth pairs of arches, and, the other to the fifth pair. Its course down- 
wards is not straight but spiral, and thus the two channels into which it 
divides the truncus arteriosus wind spirally the one round the other. 

At the time when the septum is first formed, the opening of the truncus 
arteriosus into the ventricles is narrow or slit-like, apparently in order to 
prevent the flow of the blood back into the heart. Soon after the appear- 
ance of the septum, however, semilunar valves (Tonge, No. 495) are deve- 
loped from the wall of that portion of the truncus which lies between the 
free edge of the septum and the cavity of the ventricles *. 

1 If Tonge is correct in his statement that the semilunar valves devei^p at some 



Fio. 860 . Heart of a Chick on 

THE FOURTH DAY OF INCUBATION VIEWED 
FROM THE VENTRAL SURFACE. 

Ua. left auricular appendage ; C.A, 
canalis auricularis ; v. ventricle ; b. 
truncus arteriosus. 
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The ventral and the dorsal pairs of valves are the first to appear : the 
former as two small solid prominences separated from each other by a 
narrow groove ; the latter as a single ridge, in the centre of which is a 
prominence indicating the point where the ridge will subsequently become 
divided into two. The outer valves appear opposite each other, at a con- 
siderably later period. 

As the septum grows downwards towards the heart, it finally reaches 
the position of these valves. One of its edges then passes between the two 
ventral valves, and the other unites with the prominence on the dorsal 
valve-ridge. At the same time the growth of all the parts causes the 
valves to appear to approach tho heart, and thus to be placed quite at the 
top of the ventricular cavities. The free edge of the septum of the truncus 
now fuses with the ventricular septum, and thus the division of the truncus 
into two separate channels, each provided with three valves, and each com- 
municating with a separate side of the heart, is complete ; the i)osition of 
the valves not being very different from that in the adult heart. 

That division of the truncus which opens into the fifth pair of arches is 
the one which communicates with the right ventiicle, while that which 
opens into the third and fourth pairs communicates with the left ventricle. 
The former becomes the pulmonary artery, the latter the commencement of 
the systemic aorta. 

The external constriction actually dividing the truncus into two vessels 
does not begin to appear till the septum has extended some way back 
towards the heart. 

The semilunar valves become pocketed at a period considerably later 
than their first formation (from the 147th to the 165th hour) in the order 
of their appearance. 


A. J3. 



Fia. 861. Two views of the heart of a Chick upon the fifth day of 
. incubation. 

A. from the ventral, B. from the dorsal side. 

La, left auricular appendage ; r.a. right auricular appendage ; r.v. right ventricle ; 
l.v. left ventricle ; 6. truncus arteriosus. 

At the end of the sixth day, and even on the fifth day (figs. 361 and 
362), the appearance of the heart itself, without reference to the vessels 
which come fr(>m it, is not very dissimilar from that of the adult. The 

distance from the mouth of the ventricle, it would seem possible that the portion of 
the truncus between them and the ventricle ought to be regarded as the embryonic 
conus arteriosus, and that the distal row of valves of the conus (and not the proximal 
as suggested above, p. 525) has been preserved in the higher types. 
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original protuberance to the right now forms the apex of the ventricles, 
and the two auricular appendages are placed at the anterior extremity of 

the heart. The most noticeable difference 
(in the ventral view) is the still externally 
undivided condition of the truncus arte- 
riosus. 

The subsequent changes which the heart 
undergoes are concerned more with its in- 
ternal structure than with its external 
shape. Indeed, during the next three days, 
viz. the eighth, ninth, and tenth, the ex- 
tei nal form of the heart remains nearly un- 
altered. 

In the auricular portion, however, the 
septum which commenced on the fifth day 
becomes now more conspicuous. It is jdaced 
vertically, and arises from the ventral wall ; 
commencing at the canalis auricularis and 
proceeding towards the opening into the 
sinus venosiTS. 

This latter structure gradually becomes 
aborted so as to become a special appendage of the right auricle. The 
inferior vena cava enters the sinus obliquely from the right, so that its 
blood has a tendency to flow towards the left auricle of the heart, which 
is at this time the larger of the two. 

The valves between the ventricles and auricles are now well developed, 
and it is about this time that the division of the truncus arteriosus into the 
aorta and pulmonary artery becomes visible from the exterior. 

By the eleventh to the thirteenth day the right auricle has become as 
large as the left, and the auricular septum much more complete, though 
there is still a small opening, the foramen ovale^ by which the two cavitit'S 
communicate with each other. 

The most important feature in which the development of the Keptilian 
heart differs from that of Birds is the division of the truncus into three 
vessels, instead of two. The three vessels remain bound uj) in a common 
sheath, and appear externally as a single trunk. The vessel not repre- 
sented in Birds is that which is continued into the left aortic arch. 

In Mammals the early stages in the development of the heart present 
no important points of difference from those of Aves. The septa in the 
truncus, in the ventricular, and in the auricular cavities are formed, so far 
as is known, in the same way and at the same relative periods in both 
groups. In the embiyo Man, the Babbit, and other Mammals the division 
of the ventricles is made apparent externally by a deep cleft, which, though 
evanescent in these forms, is permanent in the Dug* mg. 

The attachment of the auriciilo-ventricular valves to the wall of the 
ventricle, and the similar attachment of the left auriculo- ventricular valves 
in Birds, have been especially studied by Gegenbaur and Bernays (No. 492), 
and deserve to be noticed. In the primitive state the ventricular walls 
have throughout a spongy character ; and the auriculo-ventiicular valves are 
simple membranous projections like the auriculo-ventricular valves of Ilshes. 
Soon however the spongy muscular tissue of both the ventricular and 



Fig. 362 . Heart of a Chick 

UPON THE SIXTH DAY OF INCU RA- 
TION, FROM THE VENTRAL SURFACE. 

La. left auricular appendage ; 
r. a. right auricular appendage ; 
r.v. right ventricle ; l.v. left ven- 
tricle ) b, truncus arteriosus. 
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auricular walls, which at first pass uninterruptedly the one into the other, 
grows into the bases of the valves, which thus become in the main muscular 
pi'ojections of the walls of the heart. As the wall of the ventricle thickens, 
the muscular trabeculse, connected at one end with the valves, remain at the 
other end united with the ventricular wall, and form special bands passing 
between the two. The valves on the other hand lose their muscular 
attachment to the auricular walls. This is the condition permanent in 
Ornithorhynchus. In higher Mammalia the ends of the muscular bands 
inserted into the valves become fibrous, from the development of inter- 
muscular connective tissue, and the atrophy of the muscular elements. 
The fibrous parts now form the chord® tendine®, and the muscular the 
miisculi papillares. • 

The sinus venosus in Mammals becomes completely merged into the 
right auricle, and the systemic division of the truncus artei'iosus is appa- 
rently not homologous with that in Birds. 

In the embryos of all the Graniata the heart is situated very far 
forwards in the region of the head. This position is retained in Pisces. 
In Amphibia the heart is moved further back, while in all the 
Amniota it gradually shifts its position first of all into the region 
of the neck and finally passes completely within the thoracic cavity. 
The steps in the change of position may be gathered from tigs. 109 , 
111, and 118. 
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Arterial System. 

In the embryos of Vertebrata the arterial system consists of a 
forward continuation of the^ truncus arteriosus, on tlie ventral side of 
the throat (fig. 863, abr, and 364, a), which, with a few exceptions 
to be noticed below, divides into as many branches on each side as 
there are visceral arches. These branches, after traversing the visceral 
arches, unite on the dorsal side of the throat into a common trunk on 
each side. This trunk (figs. 363 and 364) after giving oiBF one (or more) 
vessels to the head (c' and c) turns backwards, and bends in towards 
the middle line, close to its fellow, immediately below the notochord 
(figs. 21 and 116) and runs backwards in this situation towards the 
end of the tail. The two parallel trunks below the notochord fuse very 
early into a single trunk, the dorsal aorta (figs. 363, ad, and 864, a"). 
There is given off from each collecting trunk from the visceral 
arches, or from the commencement of the dorsal aorta, a subclavian 
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artery to each of the anterior limbs ; from near the anterior end of 

the dorsal aorta a vitelline 
artery (or before the dorsal 
aortai have united a pair of 
arteries fig. 125, Ro/A and 
L of A) to the yolk-sack, which 
subsequently becomes the main 
visceral artery^; and from the 
dorsal aorta opposite the hind 
limbs one (or two) arteries on 
each side — the iliac arteries — 
to the hind limbs ; from these 
arteries the allantoic arteries 
are given off in the higher 
types, which remain as the 
hypogastric arteries after the 
disappearance of the allantois. 

The primitive arrangement of the arterial trunks is with a few 
modifications retained in Fishes. With the development of the gills 
the vessels to the arches become divided into two parts connected 
by a capillary system in the gill folds, viz. into the branchial arteries 
bringing the blood to the gills from the truncus arteriosus, and the 
branchial veins transporting it to the dorsal aorta. The branchial ves- 
sels to those arches which do not bear gillsT either wholly or partially 
atrophy; thus in Elasmobranchii the mandibular trunk, which is fully 
developed in the embryo (fig. 1.93, lav), atrophies, except for a small 
remnant bringing blood to the rudimentary gill of the spiracle from 
the branchial vein of the hyoid arch. In Ganoids the mandibular 
artery atrophies, but the hyoid is usually preserved. In Teleostei both 
mandibular* and hyoid arteries are absent in the adult, except that 
there is usually left a rudiment of the hyoid, supplying the pseudo- 
branch, which is similar to the rudiment of the mandibular artery 
in Elasmobranchii. In Dipnoi the mandibular artery atrophies, but 
the hyoid is sometimes preserved (Protopterus), and sometimes lost. 

In Fishes provided with a well developed air-bladder this organ 
receives arteries, which arise sometimes from the dorsal aorta, some- 
times from the caeliac arteries, and sometimes from the dorsal section 
of the last (fourth) branchial trunk. The latter origin is found in 
Polypterus and Amia, and seems to have been inherited by the 
Dipnoi where the air-bladder forms a true lung. 

The pulmonary artery of all the air-breathing Vertebrata 
is derived from the pulmonary artery of the Dipnoi. 

In all the types above Fishes considerable changes are effected in 
the primitive arrangement of the arteries in the visceral arches. 

' In Mammalia the superior mesenteric artery arises' from the vitelline artery, 
which may probably be regarded as a primitive eceliaco-mesenteric artery. 

2 The mandibular artery is stated by Gotte never to be developed in Teleostei, but 
is distinctly figured in Lercboullet (No. 71 ). 



Fio. 363. Diagrammatic view of the head 

OP AN EMBRYO TeLEOSTEAN, WITH THE PRIMI- 
TIVE VASCULAR TRUNKS. (From Gegenbaur.) 

a. auricle ; v. ventricle ; ahr. branchial 
artery ; c'. carotid ; ad. dorsal aorta ; 8. bran- 
chial clefts; 8V. sinus venosus; de. ductus 
Cuvieri ; n. nasal pit. 
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In Amphibia the piscine condition is most nearly retained'. 
The mandibular artery is never developed, and the hyoid artery is 
imperfect, being only connected with the cephalic vessels and never 
directly joining the dorsal aorta. It is moreover developed later than 
the arteries of the true branchial arches behind. The subclavian 
arteries spring from the common trunks which unite to form the 
dorsal aorta. 

In the Urodela there are developed, in addition to the hyoid, four 
branchial arteries. The three foremost of these at first supply gills, 
and in the Perennibranchiate forms continue to do so through life. 
The fourth does not supply a gill, and very early gives off, as in the 
Dipnoi, a pulmonary branch. 

The hyoid artery soon sends forward a lingual artery from its 
ventral end, and is at first continued to the carotid which grows 
forward from the dorsal part of the first branchial vessel. 

In the Caducibranchiata, where the gills atrophy, the following 
changes take place. The remnant of the hyoid is continued entirely 
into the lingual artery. The first branchial is mainly continued into 
the carotid and other cephalic branches, but a narrow remnant of 
the trunk, which originally connected it with the dorsal aorta, re- 
mains, forming what is known as a ductus Botalli. A rete mirabile 
on its course is the remnant of the original gill. 

The second and third branchial arches are continued as simple 
trunks into the dorsal aorta, and the blood from the fourth arch 
mainly passes to the lungs, but a narrow ductus Botalli still con- 
nects this arch with the dorsal aorta. 

In the Anura the same number of arches is present in the 
embryo as in the Urodela, all four branchial arteries supplying bran- 
chiae, but the arrangement of the two posterior trunks is different 
from that in the Urodela. The third arch becomes at a very early 
period continued into a pulmonary vessel, a relatively narrow branch 
connecting it with the second arch. The fourth arch joins the pul- 
monary branch of the third. At the metamorphosis the hyoid artery 
loses its connection with the carotid, and the only part of it which 
persists is the root of the lingual artery. The first branchial artery 
ceases to join the dorsal aorta, and forms th^ root of th e carotid : the 
so-called carotid gland placed on its course is the remnant of the gill 
supplied by it before the metamorphosis! 

The second artery forms a root of the dorsal aorta. The third, as 
in all the Amniota, now supplies the lungs, and also sends off a 
cutaneous branch. The fourth disappears. The connection of the 
pulmonary artery with both the third and fourth branchial arches in 
the embryo appears to me clearly to indicate that this artery was 
primitively derived from the fourth arch as in the Urodela, and 
that its permanent connection with the third arch in the Anura and 
in all the Amniota is secondary. 

’ In my account of the Ampliibii, Ootte (No. 196) has been followed. 

34—2 



ARTE HIES OF THE AMNIOTA. 


In the Amniuta the metamorphosis of the arteries is in all capes 
very similar. Five arches, viz. the mandibular, hyoid, and three 
branchial arches are always developed (fig. 364), but, owing to the 

absence of branchiio, never 
function as branchial arteries. 
Of these the main parts of 
the first two, connecting the 
truncus arteriosus with the 
collecting trunk into which 
the arterial arches fall, always 
disappear, usually before the 
complete development of the 
arteries in the posterior archo.«;. 

The anterior part of the 
collecting trunk into which 
these vessels fall is not ob- 
literated when they disappear, 
but is on the contrary con- 
tinued forwards as a vessel 
I supplying the brain, homo- 
logous with that found in 
Fishes. It constitutes the in- 
ternal carotid. Similarly the 
Einterior part of the trunk from which the mandibular and hyoid 
arteries sprang is continued forwards as a small vessel \ which 
at first passes to the oral region and constitutes in Reptiles the 
lingual artery, homologous with the lingual artery of the Am- 
phibia; but in Birds and Mammals becomes more important, and 
is then known as the external carotid (tig. 1 25). By these changes 
the roots of the external and internal carotids spring respectively 
from the ventral and dorsal ends of the primitive third artery, 
J.6. the artery of the first branclnal arch (fig. 365, c and c) \ and thus 
this arterial arch persists in all types as the common carotid, and the 
basal part of the internal carotid. The trunk connecting the third 
irterial arch with the system of the dorsal aorta persists in some 
Reptiles (Lacertilia, fig. 366 A) as a ductus Botalli, but is lost in 
:,he remaining Reptiles and in Birds and Mammals (fig. 366 B, C, D). 
[t disappears earliest in Mammals (fig. 365 C), later in Birds (fig. 
J65 B), and still later in the majority of Reptiles. 

The fourth arch always continues to give rise, as in the Anura, to 
;he system of the dorsal aorta. 

In all Reptiles it persists on both sides (fig. 366 A and B), but with 
he division of the truncus arteriosus into three vessels one of these, 

' His (No. 232 ) describes in Man two ventral continuations of the truncus arte- 
iosus, one derived from the mandibular artery, forming the external maxillary arteiy, 
nd one from the hyoid artery, forming the lingual artery. The vessel from which 
bey spring is the external carotid. These observations of His will very probably 
e found to hold true for other types. 



Fig. 364. Diagram of the arrangement 

OF THE ARTERIAL ARCHES IN AN EMRRVO OF ONE 
OF THE Amniota. (From Gegenbaur; after 
Bathke.) 

a. ventral aorta; a'", dorsal aorta; 1 , 2 , 
S, 4, 6 . arterial arches ; c. carotid artery. 
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t.e. that opening furthest to the left side of the ventricle (e and d), 
is continuous with the right fourth arch, and also with the corninon 



Fig. 365. Dbvkloiment of the great arterial trunks in the embryos of 
A. A Lizard ; B. the common Fowl ; C. the Pio. (From Gegenbaur ; after liathke.) 

The first two arches have disappeared in all three. In A and B the last three are 
still complete, but in C the last two are alone complete. 

p. pulmonary artery springing from the fifth arch, but still connected W’ith the sys- 
tem of the dorsal aorta by a ductus Botalli; c. external carotid; c'. internal carotid; 
nd, dorsal aorta; a. auricle; v. ventricle; n, nasal pit; /a. rudiment of fore -limb. 

carotid arteries (c) ; while a second springing from the right side of 
the ventricle is continuous with the left fourth arch (A and /). The 
right and left divisions of the fourth arch meet however on the dorsal 
side of the oesophagus to give origin to the dorsal aorta {g). 

In Birds (fig, 366 C) the left fourth arch (A) loses its connection 
with the dorsal aorta, though the ventral part remains as the root of 
the left subclavian. The truncus arteriosus is moreover only divided 
into two parts, one of which is continuous with all the systemic 
arteries. Thus it comes about that in Birds the right fourth arch {e) 
alone gives rise to the dorsal aorta. 

In Mammals (fig. 366 D) the truncus arteriosus is only divided 
into two, but the left fourth arch (e), instead of the right, is that 
continuous with the dorsal aorta, and the right fourth arch (i) is 
only continued into the right vertebral and right subclavian arteries. 
The fiftli arch always gives origin to the pulmonary artery (fig. 
365, and is continuous with one of the divisions of the truncus 
arteriosu^ In Lizards (fig. 366 A, i), Chelonians and Birds (fig. 306 
C, i) and probably in Crocodilia, the right and left pulmonary arteries 
spring respectively from the right and left fifth arches, and during 
the greater part of embryonic life the parts of the fifth arches be- 
tween the origins of the pulmonary arteries and the system of the 
dorsal aorta are preserved as ductus Botalli. These ductus Botalli 
persist for life in the Chelonia. In Qphidia ffig. 366 B. h) and 
Mammalia ffig. 366 D, m) only one of the fifth arches gives origin~o 
the two pulmonary arteries, viz, that on the right side in Qphidia . 
and the left in Mamnialia. 
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The ductus Botalli of the fifth arch (known in Man as the ductus 
arteriosus) of the side on which the pulmonary arteries are formed, 
may remain {e.g. in Man) as a solid cord connecting the common 
stem of the pulmonary aorta with the systemic aorta. 

The main history of the arterial arches in the Amniota has been 
sufficiently dealt with, and the diagram, fig. 366, copied from Rathke, 
shews at a glance the character of the metamorphosis these arches 
undergo in the different types. It merely remains for me to say a 
few words about the subclavian and vertebral arteries. 

The subclavian arteries in Fishes usually spring from the trunks 
connecting the branchial veins with the dorsal aorta. This origin, 
wdiich is also found in Amphibia, is typically found in the embryos 
of the Amniota. In the Lizards this origin persists through life, but 



Fro. 866. Diagbams illustrating the metamorphosis of the arterial arches 
IN a Lizard A, a Snake B, a Bird 0 and a Mammal D. (From Mivart after Rathke.) 

A. a. internal carotid ; h, externa) carotid ; c. common carotid ; d. ductus Botalli 
between the third and fourth arches ; e. right aortic trunk ; /. subclavian ; g, dorsal 
aorta ; h. left aortic trunk ; i. pulmonary artery ; k. rudiment of ductus Botalli be- 
tween the pulmonary artery and the system of the dorsal aorta. 

B. a. internal carotid; h, external carotid; c. common carotid; d, right aortic 
trunk ; e. vertebral artery ; /. left aortic trunk of dorsal aorta j h, pulmonary artery ; 
?. ductus Botalli of pulmonary artery. 

C. a, internal carotid ; h. external carotid ; c. common carotid ; d. systemic aorta ; 
c. fourth arch of right side (root of dorsal aorta) ; /. right subclavian ; g. dorsal aorta ; 
h. left subclavian (fourth arch of left side) ; i. pulmonary artery ; k, and 1. right and 
left ductus Botalli of pulmonary arteries. 

I), a. internal carotid ; 6. external carotid; c. common carotid; d. systemic aorta; 
e, fourth arch of left side (root of dorsal aorta); /. dorsal aorta; g. left vertebral artery; 
h. left subclavian artery ; i. right subclavian (fourth arch of right side) ; k. right 
vertebral ; 1. continuation of right subclavian ; m. pulmonary artery; n, ductus Botalli 
of pulmonary artery. 
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both subclavians spring from the right side. In most other types 
the origin of tbe subclavians is carried upwards, so that they usually 
spring from a trunk common to them and the carotids (arteria 
anonyma) (Birds and some Mammals) ; or the left one, as in Man and 
some other Mammals, arises from the systemic aorta just beyond 
the carotids. Various further modifications in the origin of the sub- 
clavians of the same general nature are found in Mammalia, but they 
need not be specified in detail. The vertebral arteries usually arise 
in close connection with the subclavians, but in Birds they arise from 
the common carotids. 

Bibliography of the Arterial St/stem. 

(496) H. Batlike. “Ueb. d. Entwick. d. Arterien w. bei d. Saugetliiere von d. 
Bogen d. Aorta ausgehen.” Miiller’s Arehit\ 1843. 

(497) H. Bathke. “ Uukersuchungen iib. d. Aortenwurzeln d. Sauricr.” Denk- 
schriften d. h. Akad. Wien^ Vol. xiii. 1857. 

Vide also His (No. 232) and general works on Vertebrate Embryology, 


The Venous System, 

The venous system, as it is found in the embryos of Fishes, con- 
sists in its earliest condition of a single large trunk, which traverses 
the splanchnic mesoblast investing the part of the alimentary tract 
behind the heart. This trunk is directly continuous in front with the 
heart, and underlies the alimentary canal through both its praeanal 
and postanal sections. It is shewn in section in fig, .367, v, and may be 
called the subintestinal vein. This vein has been found in the 
embryos of Teleostei, Ganoidei, Elasmobranchii and Cyclostomata, 
and runs parallel to the dorsal aorta above, into which it is some- 
times continued behind (Teleostei, Ganoidei, etc.). 

In Elasmobranch embryos the subintestinal vein terminates, as 
may be gathered from sections (fig. 368, v.cau), shortly before the end 
of the tail. The same series of sections also shews that at the cloaca, 
where tbe gut enlarges and comes in contact with the skin, this vein 
bifurcates, the two branches uniting into a single vein both in front 
of and behind the cloaca. 

In most Fishes the anterior part of this vein atrophies, the caudal 
section alone remaining, but the anterior section of it persists in the 
fold of the intestine in Petrorayzon, and also remains in the spiral 
valve of some Eiasmobranchii. In Amphioxus, moreover, it forms, 
as in the embryos of higher types, the main venous trunk, though 
even here it is usually broken up into two or three parallel vessels. 

It no doubt represents one of the primitive longitudinal tiiinks of tlie 
vermiform ancestors of the Chordata. The heai*t and the branchial artery 
constitute a specially modified anterior continuation of this vein. The 
ililated portal sinus of Myxine is probably also part of it ; and if this is 
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really rliyiliiuically coiitrautili*. ' tin* faut wtailrl In; iiitrnvstiii]^^ as .slii;winy 
that this quality, wliieli is iiuvv Inealisud in the he:irt, was once probably 
com moil to the siibiiitestinal vessel for its whole length. 

On the ilevelo|iiiieiit of the canlinal veins (to be ilesi ribeil below) 

eonsiderable changes are effected in the 
siibintestiiial vein. Its j)ostaijal section, 
which is known in the adult as the caudal 
vein, unites with the cardinal veins. On 
this junction being effected retrogressive 
changes take place in the-pneanal section 
of the original subinf estinal vessel. It 
breaks up in front into a number of 
siualJer vessels, the most important of 
which is a special vein, which lies in the 
fold of the sjiiral valve, and which is 
more coiis]ueuous in some Elasmobraiichii 
than in Scvlliiiin, in wbich the develop- 
ment of the vessel lias been mainly 
studied. Tbe lesser of tbe two branches 
connecting it round the cloaca with the 
caiubd vein first vanishes, and then tbe 
larger; and the two posterior cardinals 
are left as the sole forward continuations 
of the enndal vein. The latter then bc- 
conies prolonged forwards, so that the 
two carilinals open into it some little 
distance in front of the hind end of the 
kidneys. By these changes, and by tbe 
disujqiearaiice of the postaiial section of 
the gut, the caudal vein is made to 
appear as a siipraiiitestinal and not, as 
it really is, a sahintestinal vessel. 

From the subintestinal vein there is 
given off a branch which supplies the 
yolk-.sack. This leaves the subintestinal 
vein close to the liver. The Jiveu’, on 
its development, embraces the subintestinal vein, which then bn^aks 
up into a capillary system in the liver, the main part of its blood 
coming at this period from the yolk-sack. 

The portal system is thus established from the suluiitestinal vein; 
hut is eventually joined by the various visceral, and sometimes by the 
genital, veins as they become siicces.sively developed. 

The blood from the liver is brought back to the sinus venosus by 
veins known as tlie hepatic veins, which, like the hepatic capillary 
system, are derivatives of the subintestinal vessel. 



Fjf.;. 3.17. SiU'TiDN TJiiiiu:f;ii 

l iJK TKl NK f)K A ScYJ.LIVM KSIIIHYI) 
liLUUlTI.Y MM'N'llER TUAN 2B F. 


sp.c. Hpinal canal ; If'. wiiiU; 
iii.'vitLT of Rpinal cord ; pr. i^oslr*- 
lior iin vi -loots ; ch. iintni'lniiil ; 
.r. suli-ijotijfliiinliil n)tl ; f/f». auil-ri ; 
/jjp. iiiiisoli; iuiier liU er 

nf iiiiisL‘le-iilate already converted 
into f>. rucliuicnt of 

vevtebial lioilv; sf. scyuiL’iitnl 
tube; ml. hil iliui; .sy^.r. 

si»ir!i.l viilvi-; r. snbintiistiiinl vniii ; 
p.tt. jiriiiiilive 


' J. IMiillt'i* bolds Lliat Lhift sack is not rhyLlirnically contractile. 
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There juin the portal system in Myxinoids and many Tideostei 
a number of veins from the anterior abdominal walls, representing 
a commencement of the anterior abdoniinal or e})igastric vein of 
higher types'. 

Ill tlie higher V^ertehrates the original suhinte.stinal vessel never attains 
a full devi‘lo|iineiit, even in the embryo. It is represented by (1) the 
ductus veiiosus, which, like the true subinteatinal vein, gives origin (in 
the Aiiiniota) to the vitelline veins to the yolk-sack, and (2) by the caudal 
vein. VVliether the partial atrophy of the subintestinal vessel M^as primi- 
tively caused by the development of the cardinal veins, or for some other 
reason, it is at any rate a fact that in all existing Fishes the cardinal veins 
fui in tlio main venous channels of the trunk. 

Their later development than the subintestinal ve.ssel as well as their 
absence in Aniphioxus, pro- 
bably indicate that they be- 
came evolved, at any rate in 
their present form, within 
the Vertebrate phylum. 

The embryonic condi- 
tion of the venous system, 
with a single large subin- 
testinal vein is, as has been 
stated, always modified by 
the development of a 
paired system of vessels, 
known as the cardinal 
veins, which bring to the 
heart the greater part of 
the blood from the trunk. 

The cardinal veins ap- 
])ear in Fislies as four 
paired longitudinal trunks 
(Hgs. 3(13 and 3 GO), two 

iinteiioi (j)^ and two pos- Focu beutidnb thbducu the msi- 

terior (c). They unite into anal taut or the tail or an emhhyo or the same 
two transverse trunks on ^oe as no. 2S F. 
either side, known as the ^ posterior section. 

ductus ( hivieri (dc\ which in-und canal; nl. post-anal gut; ulr. can hd 

. ^ vesiclf i>I jiosi-anal gut; x. subiiotocliorrl i oo ; mp. 

tall into tlie sinus veiiosus, muscli’-plate ; f/i. iiotoclioril ; vl.til. cloaca; uu. 
piassing from the body w^all aorta ; r.ccfif. camlal vein, 
to the sinus by a lateral 

mesentery of the heart already .spoken of (p. 515, fig. 352). The 
anterior pair, known as the anterior eardinal or jugular veins, bring 
to the heart the blood from the head and neck. They are 
placed one on each side above the level of the branchial arches 
(fig. 2!)!), aj-v). The pijsterinr cardinal veins lie immediately dorsal 



Slanuius, AjinU, p. 2")1. 
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to the mesonephros (Wolffian body), and are mainly supplied by 
the blood from this organ and from the walls of 
the body (fig. 275, c.a.v). In many forms (Cyclo- 
stomata, Elasmobranchii and many Teleostei) they 
unite posteriorly with the caudal veins in the 
manner already described, and in a large number of 
instances the connecting branch between the two 
systems, in its passage through the mesonephros, 
breaks up into a capillary network, and so gives 
rise to a renal portal system. 

The vein from the anterior pair of fins (sub- 
clavian) usually unites with the anterior jugular 
vein. 

The venous system of the Amphibia and Am- 
niota always differs from that of Fishes in the 
presence of anew vessel, the vena cava inferior, 
which replaces the posterior cardinal veins ; the 
latter only being present, in their piscine form, 
during embrjmnic life. It further differs from that 
of all Fishes, except the Dipnoi, in the presence 
of pulmonary veins bringing back the blood directly 
from the lungs 

In the embryos of all the higher forms the general characters of 
the venous system are at first the same as in Fishes, but with the 
development of the vena cava inferior the front sections of the pos- 
terior cardinal veins atrophy, and the ductus Cuvieri, remaining 
solely connected with the anterior cardinals and their derivatives, 
constitute the superior venae cavae. The inferior cava receives 
the hepatic veins. 

Apart from the non-development of the subintestinal vein the 
visceral section of the venous system is very similar to that in Fishes. 

The further changes in the venous system must be dealt with 
separately for each group. 


Fig. 369 . Dia- 
gram OP THE PAIRED 
VENOUS SYSTEM OP A 

Fish. (From Gegen- 
baur.) 

j, jugular vein 
(anterior cardinal 
vein); c. posteiior 
cardinal vein ; h, he- 
patic veins ; sv, sinus 
venosus; dc, ductus 
Cuvieri. 


Amphibia* In Amphibia (Gdtte, No. 296) the anterior and posterior 
cardinal veins arise as in Pisces. From the former the internal jugular 
vein arises as a branch ; the external jugular constituting the main stem. 
The subclavian with its large cutaneous branch also springs from the 
system of the anterior cardinal. The common trunk formed by the junc- 
tion of these three veins falls into the ductus Cuvieri. 

The posterior cardinal veins occupy the same position as in Pisces, and 
unite behind with the caudal veins, which Gotte has shewn to be originally 
situated below the postanal gut. The iliac veins unite with the posterior 
cardinal veins, where the latter fall into the caudal vein. The original 
piscine condition of the veins is not long retained. It is firat of all 
disturbed by the development of the anterior part of the important un- 
paired venous trunk which forms in the adult the vena cava inferior. 
This is developed independently, but unites behind with the right posterior 
cardinal. From this point backwards the two cardinal veins coalesce for 
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some distance, to give rise to the posterior section of the vena cava inferior, 
situated between the kidneys*. The anterior sections of the cardinal veins 
subsequently atrophy. The posterior part of the cardinal veins, from their 
junction with the vena cava inferior to the caudal veins, forms a rhom- 
boidal figure. The iliac vein joins the outer angle of this figure, and is 
thus in direct communication with the inferior vena cava, but it is also 
connected with a longitudinal vessel on the outer border of the kidneys, 
which receives transverse vertebral veins and transmits their blood to the 
kidneys, thus forming a renal portal system. The anterior limbs of the 
rhombo.d formed by the cardinal veins soon atrophy, so that the blood 
from the hind limbs can only pass to the inferior vena cava through the 
renal portal system. The posterior parts of the two cardinal veins 
(uniting in the Urodela directly with the unpaired caudal vein) still 
persist. The iliac veins also become directly connected with a new vein, 
the anterior abdominal vein, which has meanwhile become developed. 
Thus the iliac veins become united with the system of the vena cava 
inferior through the vena renalis advehens on the outer border of the 
kidney, and with the anterior abdominal veins by the epigastric veins. 

The visceral venous system begins with the development of two vitelline 
veins, which at first join the sinus venosus directly. They soon become 
enveloped in the liver, where they break up into a capillary system, which 
is also joined by the other veins from the viscera. The hepatic system has 
in fact the same relations as in Fishes. Into this system the anterior 
abdominal vein also pours itself in the adult. This vein is originally 
formed of two vessels, which at first fall directly into the sinus venosus, 
uniting close to their opening into the sinus with a vein from the truncus 
arteriosus. They become j)rolonged backwards, and after receiving the 
e])igastric veins above mentioned from the iliac veins, and also veins from 
the allantoic bladder, unite behind into a single vessel. Anteriorly the 
right vein atrophies and the left continues forward the unj)aired posterior 
section. 

A secondary connection becomes established between the anterior abdo- 
minal vein and the portal system \ so that the blood originally transported 
by the former vein to the heart becomes divei*ted so as to fall into the liver. 
A remnant of the primitive connection is still retained in the adult in the 
form of a small vein, the so-called vena bulbi j^osterior, which brings the 
blood from the walls of the truncus arteriosus directly into the anterior 
abdominal vein. 

' The pulmonary veins grow directly from the heart to the lungs. 

For our knowledge of the development of the venous system of the 
Amniota we are mainly indebted to Kathke. 

Rcptilia* As an example of the Reptilia the Snake may be selected, 
its venous system having been fully worked out by Rathke in his important 
memoir on its development (No. 300 ). 

The anterior (external jugular) and posterior cardinal veins are formed 
in the embryo as in all other types (fig. 370, vj and vc) ; and the anteiior 
cardinal, after giving rise to the anterior vertebral and to the cephalic veins, 
persists with but slight modifications in the adult ; while the two ductus 
Cuvieri constitute the superior venae cavae. 

^ This statement of Gdtte’s is opposed to that of Bathke for the Amniota, and 
cannot be considered as completely established. 
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The two posterior cardinals unite behind with the caudal veins. They 
are placed in the usual situation on the dorc*al and outer border of the 
kidneys. 

With the development of the vena cava inferior, to be described below, 
the blood from the kidneys becomes mainly 
transported by this vessel to the lieart; and the 
section of the posterior cardinals opening into the 
ductus Cuvieri gradually atrophies, their posterior 
[mrts remaining however on the outer border of 
the kidneys as the veiite renales advehentes*. 

While the front part of the posterior cardinal 
veins is undergoing atrophy, the intercostal veins, 
whicli originally poured their blood into the 
posterior cardinal veins, become also connected 
with two longitudinal veins — the posterior ver- 
tebral veins — which are homologous with the 
azygos and hemiazygos veins of Man ; and bear 
the same relation to the anterior vertebral veins 
tliat the anterior and posterior cardinals do to 
each other. 

These veins are at first connected hy trans- 
verse anastomoses with the p<>sterior cardinals, 
but, on the disaj)pearance of the frotit part of 
the latter, the whole of the blood from the in- 
tercostal veins falls into the posterior vertebral 
veins. They are united in front with the anterior 
vertebral \eins, and the common trunk of the 
two veins on each side falls into the jugular vein. ^ 

The posterior vertebral veins nre at first symmetrical, but after be- 
coming connected by transverse anastomoses, the right becomes tlie more 
important of the two. 

The vena cava inferior, though considerably later in its development 
than the cardinals, ari.ses lairly early. It constitutes in front an unj»aired 
trunk, at first very small, opening into the right allantoic vein, close to the 
heart Posteriorly it is continuous with two veins placed on the inner 
border of the kidneys ^ 

The vena cava inferior passes through the dorsal part of the liver, and 
in doing so receives the he[)atic veins. 

The portal system is at first constituted by the vitelline vein, which is 
directly continuous with the venous end of the heart, and at first i*eceives 
the two ductus Cuvieri, but at a later period unites with the left ductus. 
It soon receives a mesenteric vein bringing the blood from the viscei-a, 
which is small at first but rapidly increases in importance. 



Fig, 370. Anterior 

PORTION OP THE VENOUS 
SYSTEM OF AN EMBRYONIC 

Snake. (From Gegenbaur; 
after Bathke. ) 

rc. posterior cardinal 
>ein; vj. jugular vein; OC. 
ductus Cuvieri ; vh. allan- 
toic vein ; v. ventricle j ba. 
truncus arteriosus; a. vis- 
ceral clefts ; I, auditory 
vesicle. 


^ Rathke’s account of the vena renalis advehens is thus entirely opposed to that 
which Gdtte gives for the Frog, but my own observations on the Lizard incline me to 
accept Bathke’s statements, for the Amniota at any rate. 

The vena cava inferior does not according to Bathke’s account unite behind with 
the posterior cardinal veins, as it is stated by Gbtte to do in the Anura. G6tte 
questions the accuracy of Batlike’s statements on this head, but my own observations 
are entirely in favour of Bathke’s observations, and lend no support whatever to 
Goite’s views. 
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The common trunk of the vitelline and mesenteric veins, wnicn may be 
called the portal vein, becomes early enveloped by the liver, and gives off 
branches to this organ, the blood from which passes by the hepatic veins 
to the vena cava inferior. As the branches in the liver become more im- 
portant, less and less blood is directly transported to the heart, and finally 
the part of the original vitelline vein in front of the liver is absorbed, and 
the whole of the blood from the portal system passes from the liver into 
the vena cava inferior. 

The last section of the venous system to be dealt with is that of the 
anterior abdominal vein. There are originally, as in the Anura, two veins 
belonging to this system, which owing to the precocious development of the 
bladder to form the allantois, constitute the allantoic veins (tig. 370, vu). 

These veins, running along the anterior abdominal wall, are formed 
somewhat later than the vitelline vein, and fall into the two ductus 
Cuvieri. They unite with two epigastric veins (homologous with those in 
the Anura), wliicli connect them with the system of the posterior car- 
dinal veins. The left of the two eventually atrophies, so that there is 
formed an unpaired allantoic vein. This vein at first receives the vena 
cava inferior close to the heart, but eventually the junction of the two 
takes place in the region of the liver, and finally the anterior abdominal 
vein (as it comes to be after the atrophy of the allantois) joins the portal 
system and breaks up into capillaries in the liver 

In Lizards the iliac veins join the posterior cardinals, and so pour part 
of their blood into the kidneys ; they also become connected by the epi- 
gastric veins with the system of the anterior abdominal or allantoic vein. 
The subclavian veins join the system of the su])erior veme cavse. 

The venous system of Birds and Mammals diffei's in two important 
points from that of Beptilia and Amphibia. Firstly the anterior abdominal 
vein is only a fuetal vessel, forming during fcetal life the allantoic vein ; 
and secondly a direxjt connection is established between the vena cava 
inferior and the vein-, of the hind limbs and posterior jiarts of the cardinal 
veins, so that there is no renal portal system. 

Av6S« The chick may be taken to illustrate tlie development of the 
venous system in Birds. 

On the third day, nearly the whole of the venous blood from the body 
of the embryo is carried back to the heart by two main venous trunks, 
the anterior (fig. 125, S.Oa, V) and posterior ((7. Va) cardinal veins, joining on 
each side to form the short transveree ductus Cuvieri (EC), both of which 
unite with the sinus venosus clo-^e to the heart. As the head and neck 
continue to enlarge, and the wings become developed, the single anterior 
cardinal or jugular vein (fig. 371, «/), of each side, is joined by two new 
veins : the vertebral vein (Su. F.), bringing back blood fi-oin tlie head and 
neck, and the subclavian vein from the wing {W). 

On the thiid day the posterior cardinal veins are the only veins which 
return the blood from the hinder part of the body of the embryo. 

About the fourth or fifth day, however, the vena cava inferior (fig. 
371, V,CJ) makes its appearance. This, starting from the sinus venosus 
not far from the heart, is on the fifth day a short trunk running backward 
in the middle line below the aorta, and speedily losing itself in the tissues 

^ The junction between the portal system and the anterior abdominal vein is 
apparently denied by Rathke (No. 300 , p. 173), but this must be an error on his part. 
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at the Wolffian bodies. When the true kidneys are formed it also receives 
blood from tliem, and thenceforward enlarging rapidly becomes the channel 



Fio. 371. Duobam op the venous circulation in the Chick at the commencement 

OF THE fifth day, 

H. heart; DC. ductus Cuvieri. Into the ductus Cuvieri of each side fall J. the 
jugular vein, Sti.V. the superior vertebral, W. the vein from the wing, and C. the 
inferior cardinal vein ; S. V, sinus venosus ; Of. vitelline vein ; U. allantoic vein, which 
at this stage gives off branches to the body- walls ; V.C.I. inferior vena cava. 

by which the greater part of the blood from the hinder part of the body 
finds its way to the lieart. In proportion as the vena cava inferior in- 
creases in size, the posterior cai'dinal veins diminish. 

The blood originally coming to them from the posterior part of the 
spinal cord and trunk is transported into two posterior vertebral veins, 
similar to those in Reptilia, which are however placed dorsally to the heads 
of the ribs, and join the anterior vertebral veins. With their appearance 
the anterior parts of the posterior cardinals disappear. The blood from 
the hind limbs becomes transported directly through the kidney into the 
vena cava inferior, without forming a renal portal system*. 

On the third day the coui'se of the vessels fi-om the yolk-sack is very 
simple. The two vitelline veins, of which the right is already the smaller, 
form the ductus venosus, from which, as it passes through the liver on its 
way to the heart, are given off the two sets of vmce advehentes and vence 
revehentes (fig, 371). 

With the appearance of the allantois on the fourth day, a new feature 
is introduced. From the ductus venosus there is given off a vein which 

^ The mode in which this is effected requires further investigation. 
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quickly divides into two branches. These, running along the ventral walls 



Fio. 372. Diagram of the venous circulation in the Chick during the later 

DAYS of incubation. 

H. heart; VSR. right vena cava superior; VS.L. left vena cava superior; S.V. 
sinus venosus. The two venas cavee superiores are the original ‘ ductus Cuvieri,’ they 
open into the sinus venosus. J. jugular vein ; SV.V. anterior vertebral vein; W. 
subclavian; V.C.I. vena cava inferior; HP. hepatic veins; DV. ductus venosus; 
PV. portal vein ; M. mesenteric vein bringing blood from the intestines into the 
portal vein ; Of. vitelline vein ; V. allantoic vein. The three last mentioned veins 
unite together to form the portal vein. 


of the body from which they receive some amount of blood, pass to the 
allantois. They are the allantoic veins (fig. 371, u) homologous with the 
anterior abdominal vein of the lower types. They unite in fi ont to form a 
single vein, which becomes, by reason of the rapid growth of the allantois, 
very long. The right branch soon diminishes in size and finally disappears. 
Meanwhile the left on reaching the allantois bifurcates ; and, its two 
branches becoming large and conspicuous, there still appear to be two 
main allantoic veins. At its first appearance the allantoic vein seems to 
be but a small bmnch of the vitelline, but as the allantois grows rapidly, 
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and the yolk'Sack dwindles, this state of things is reversed, and the less 
conspicuous vitelline appears as a branch of the larger allantoic vein. 

On the third day the blood returning from the walls of the intestine 
is insignificant in amount. As however the intestine becomes more and 
more developed, it acquires a distinct venous system, and its blood is 
returned by veins which form a trunk, the mesenteric vein (fig. 372, i/), 
falling into the vitelline vein at its junction with the allantoic vein. 

These three great veins, in fact, form a large common trunk, which 
enters at once into the liver, and which we insy now call the portal vein 
(fig. 372, PV). This, at its entrance into the liver, partly breaks up into 
the veme advehentes^ and partly continues as the ductus, veil os us {DV) 
straight through the liver, emerging from which it joins the vena cava 
inferior. Before the establishment of the vena cava inferior, the vena> 
revehentes, carrying back the blood which circulates through the hepatic 
capillaries, join the ductus venosus close to its exit from the liver. By 
the time however that the vena cava lias become a large and important 
vessel it is found that the venm revehentes, or as we may now call them 
the hepatic veins^ have shifted their embouchment, and now fall directly 
into that vein, the ductus venosus making a separate junction rather higher 
up (fig. 372, HP). 

This state of things continues with but slight changes till near the end 
of incubation, when the chick begins to breathe the air in the air-chamber 
of the shell, and l espiration is no longer carried on by the allantois. Blood 
then ceases to flow along the allantoic vessels; they become obliterated. 
The vitelline vein, which as the yolk becomes gradually absorbed propor- 
tionately diminishes in size and importance, comes to appear as a more 
branch of the portal vein. The ductus venosus becomes obliterated ; and 



Fig. 373. Diagram op the development op the paired venous system op 
Mammals (Man). (From Gegenbaur.) 

}• jugular vein ; c«. vena cava superior ; «. subclavian veins ; c, posterior cardinal 
vein ; v, vertebral vein ; az. azygos vein ; cor. coronary vein. 

A. Stage in which the cardinal veins have already disappeared. Their position is 
indicated by dotted lines. 

B. Later stage when the blool from the left jugular vein is carried into the right 
to form the single vena cava superior ; a remnant of the left superior cava being how- 
ever still left. 

C. Stage after the left vertebral vein has disappeared ; the right vertebral remain- 
ing as the azygos vein. The coronary vein remains as the last remnant of the left 
superior vena cava. 
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hence the whole of the blood coming through the |K)rtal vein flows into the 
substance of the liver, and so by the hepatic veins into the vena cava. 

Although the allantoic (anterior abdominal) vein is obliterated in the 
adult, there i% nevertheless established an anastomosis between the portal 
system and the veins bringing the blood from the limbs to the vena cava 
inferior, in that the caudal vein and posterior pelvic veins open into a 
vessel, known as the coccygeo-mesenteric vein, which joins the jx>rtal 
vein; while at the same time the posterior pelvic veins are connected, with 
the common iliac veins bv a vessel which unites with them close to their 


junction with the coccygeo-mesenteric vein. 

Mamiualia. In Mammals the same venous trunks are developed in 
the embryo as in other types (fig. 373 A). The anterior cardinals or 
external jugulars form the primitive veins of the anterior paii} of the body, 
and the internal jugulars and anterior vertebrals are subsequently formed. 
The subclavians (fig. 37 3 A, s), developed on the formation of the anterior 
limbs, also pour their blood into these primitive trunks. In the lower 
Mammalia (Monotremata, Marsupialia, Insectivora, some Rodentia, etc.) 
the two ductus Cuvieri remain as the two superior venae cavae, but more 
usually an anastomosis arises between the right and left innominate veins, 
and eventually the whole of the blood of the left superior cava is carried 
to the right side, and there is left only a single superior cava (fig. 373 


B and C). A small rudiment of the 
left superior cava remains howeve r as 
the sinus coronarius and receives 
t he coronary vein from the heart 
(figs. 373 0, cor and 374, csj. 

The posterior cardinal veins form 
at first the only veins receiving the 
blood from the posterior part of the 
trunk and kidneys; and on the deve- 
lopment of the hind limbs receive the 
blood from them also. 


As in the types already described 
an unpaired vena cava inferior becomes 
eventually developed, and gradually car- 
ries off a larger and larger portion of 
the blood originally returned by the 
posterior cardinals. It unites with the 
common stem of the allantoic and vitel- 



line veins in front of the liver. 

At a later period a pair of trunks 
is established bringing the blood from 
the posterior part of the cardinal veins 
and the crural veins directly into the 
vena cava inferior (fig. 374, il). These 
vessels, whose development has not been 
adequately investigated, form the com- 
mon iliac veins, while the posterior ends 
of the cardinal veins which join them 
become the hypogastric veins (fig. 374 
/#y). Owing to the development of the 


Fjo. 374 . Diagram of the chief 
VKN ors THUNKS OF Man. (Piom Ge- 
genbaur.) 

c«. vena cava superior ; * . sub- 

clavian vein ; ji, internal jugular ; je. 
external jugular ; az, azygos vein ; fta. 
hemiazygos vein ; c. dotted line shew- 
ing previous position of cardinal veins ; 
ci. vena cava inferior ; r, renal veins ; 
il. iliac; hy» hypogastric veins; h. 
hepatic veins. 

The dotted lines shew the position 
of embryonic vessels aborted in the 
adult. 
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common iliac veins there is no renal portal system like that of the Reptilia 
and Amphibia. 

Posterior vertebral veins, similar to those of Reptilia and Birds^ are 
established in connection with the intercosta] and lunihar veins, and unite 
anteriorly with the front part of the posterior cardinal veins (tig. 373 A)', 

On the formation of the posterior vertebral veins, and as tlje inferior 
vena cava becomes m<ire important, the middle part of the posterior car- 
dinals becomes completely aborted (fig. 374, c), the anterior and posterior 
parts still persisting, the former as the continuations of the posterior 
vertebrals into the anterior vena cava (as), the latter as the hy[)ogastric 
veins (4y). 

Though in a few Mammalia both the posterior vertebrals persist, a 
transverse connection is usually established between them, and the one (the 
right) becoming the more important constitutes the azygos vein (fig. 374, a«), 
the persisting part of the left forming the hemiazygos vein (Jia), 

The remainder of the venous s\stcm is formed in the embryo of the 
vitelline and allantoic veins, the former being eventually joined bjr the 
mesenteric vein so as to constitute the portal vein. 

The vitelline vein is the first part of this s} stem established, and divides 
near the heart into two veins bringing back the blood from the yolk-sack 
(umbilical vesicle). The right vein soon however aborts. 

The allantoic (anterior abdominal) veins are originally paired. They 
are developed very early, and at first course along the still widely open 
somatic walls of the body, and fall into the single vitelline trunk in front. 
The right allantoic vein disappears betbi'o long, and the common trunk 
formed by the junction of the vitelline and allantoic veins becomes con- 
siderably elongated. This trunk is soon enveloped by the liver. 

The succeeding changes have been somewhat differently described by 
Kolliker and Ratlike. According to the former the common trunk of the 
allantoic and vitelline veins in its passage through the liver gives off 
branches to the liver, and also receives branches from this organ near its 
anterior exit. The main trunk is however never completely aborted, as 
in the embryos of other types, but remains as the ductus venosus 
Arantii. 

With the development of the placenta the allantoic vein becomes the 
main source of the ductus venosus, and the vitelline or portal vein, as it 
may perhaps be now conveniently called, ceases to join it directly, but falls 
into one of its branches in the liver. 

The vena cava inferior joins the continuation of the ductus venosus in 
front of the liver, and, as it becomes more important, it receives directly 
the hepatic veins which originally brought back blood into the ductus 
venosus. The ductus venosus becomes moreover merely a small branch of 
the vena cava. 

At the close of foetal life the allantoic vein becomes obliterated up to 
its place of entrance into the liver; the ductus venosus becomes a solid 
cord — the so-called round ligament — and the whole of the venous blood is 
brought to the liver by the i)ortal vein®. 

1 Bathke, as mentioned above, holds that in the Snake the front part of the 
posterior cardinals completely aborts. Further investigations are required to shew 
whether there really is a difference between Mammalia and Beptilia in this matter. 

» According to Bathke the original trunk connecting the allantoic vein directly with 
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Owing to the allantoic (anterior abdominal) vein having merely a fcetal 
existence an anastomosis between the iliac veins and the portal system by 
means of the anterior abdominal vein is not established. 

# 

Bibliography of the Venous System. 

(498) J. Marshall. “On the development of the great anterior veins.” Phil. 
Trana.^ 1859 . 

(499) H. Bathke. *^Ueb. d. Bildung d. Pfortader u. d. Lebervenen b. Sauge- 
thieren.” MeckeVa Archiv^ 1830 . 

, (500) H. Bathke. “Ueb. d. Ban u. d. Entwick. d. Venensystems d, Wirbel- 
thiere.” Bericht. ilh. d. naturh. Seminar, d. Univ. Konigsherff, 1838 . 

Vide also Von Baer (No. 29;), Gotte (No. 296), Kollikcr (No. 298), and Bathke (Nos. 
«99» 300, and 301). 


Lymphatic System. 

The lymphatic system arises from spaces in the genez’al parenchyma 
of the body, independent in their origin of the tnie body cavity, though 
communicating both with this cavity and with the vascular system. 

In all the true Vertebrata certain parts of the system form definite 
trunks communicating with the venous system; and in the higher types 
the walls of the main lymphatic trunks become quite distinct. 

But little is known with reference to the ontogeny of the lymphatic 
vessels, but they originate late in larval life, and have at first the form of 
simple intercellular spaces. ^ 

The lymphatic glands appear to originate from lymphatic plexuses, the 
cells of which produce lymph corpuscles. It is only in Birds and Mammals, 
and especially in the latter, that the lymphatic glands form definite 
structures. 

The Spleen. The spleen, from its structure, must be classed with the 
lymphatic glands, though it has definite relations to the vascular system. 
It is developed in the mesoblast of the mesogastrium, usually about the 
same time and in close connection with the pancreas. 

According to Mtiller and Pereraeschko the mass of mesoblast which 
forms the spleen becomes early separated by a groove on the one side from 
the pancreas and on the other from the mesentery. Some of its cells 
become elongated, and send out processes which uniting with like pro- 
cesses from other cells form the trabecular system. From the remainder 
of the tissue are derived the. cells of the spleen pulp, which frequently 
contain more than one nucleus. Especial accumulations of these cells take 
place at a later period to form the so-called Malpighian corpuscles of the 
spleen. 

Bibliogbaphy of Spleen. 

(501) W. Muller. “The Spleen.” StrickePa Hiatology. 

(502) Peremeschko. “Ueb, d. Entwick. d. Milz.” Sitz. d. Wien. Akad. Wiaa.^ 
Vol. Lvi. 1867 . 


Suprarenal bodies. 

In Elasmobranch Fishes two distinct sets of structures are found, both 
of which have been called suprarenal bodies. As shewn in the sequel 

the heart through the liver is aborted, and the ductus venosus Arantii is a secondary 
connection estabhehed in the latter part of foetal life. 
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both of these structures probably unite in the hicher tyi)e8 to form the 
suprarenal bodies. 

One of them consists of a series of paired bodies, situated on the 
branches of the dorsal aorta, segmentally arranged, and forming a chain 
extending from close behind the heart to the hinder end of the body cavity. 
Each body is formed of a series of lobes, and exhibits a well-marked 
distinction into a cortical layer of columnar cells, and a medullary sub- 
stance formed of irregular polygonal cells. As first shewn by Leydig, they 
are closely connected with the sympathetic ganglia, and usually contain 
numerous ganglion cells distributed amongst the proper cells of the body. 

The second body consists of an unpaired column of cells placed between 
the dorsal aorta and unpaired caudal vein, and bounded on each side by 
the posterior parts of the kidney. I propose to call it the interrenal 
body. In front it overlaps the paired suprarenal bi)dies, but does not 
unite with them. It is foi'med of a series of well-marked lobules, etc. In 
the fresh state Leydig (No. 506) finds that “fat molecules form the chief 
mass of the body, and one finds freely imbedded in them clear vesicular 
nuclei.” As nmy easily be made out from hardened specimens it is in- 
vested by a tunica propria, which gives off se])ta dividing it into well- 
marked areas filled with polygonal cells. These cells constitute the true 
])arenchyma of the body. By the ordinary methods of hardening, the oil 
glolmles, with which they are filled in the fresh state, completely disappear. 

The paired suprarenal bodies (Balfour, No. 292, pp. 242 — 244) are de- 
veloped from the sympathetic ganglia. These ganglia, shewn in an early stage 
in fig. 380 8y,g, become gradually divided into a ganglionic i)art and a glandular 
part. The former constitutes the sympathetic ganglia of the adult ; the latter 
the true paired suprarenal bodies. The interrenal body is however 
developed (Balfour, No. 292, pp. 245 — 247) from indifferent mesoblast cells 
between the two kidneys, in the same situation as in the adult. 

The development of the suprarenal bodies in the Amniota has been 
most fully studied by Braun (No. 503) in the Keptilia. 

In Lacertilia they consist of a pair of elongated yellowish bodies, 
placed between the vena renalis revehens and the generative glands. 

They are formed of two constituents, viz. (1) mjisses of brown cells 
placed on the dorsal side of the organ, which stain deeply with chromic acid, 
like certain of the cells of the suprarenals of Mammalia, and (2) irregular 
cords, in part provided with a lumen, filled with fat-like globules', amongst 
which are nuclei. On treatment with chromic acid the fat globules dis- 
appear, and the cords break uj) into bodies resembling columnar cells. 

The dorsal masses of brown cells are developed from tlie sympathetic 
ganglia in the same way as the paired suprarenal bodies of the Elasmo- 
branchii, while the cords filled with fat-like globules are formed of in- 
different mesoblast cells as a thickening in the lateral walls of the inferior 
vena cava, and the cardinal veins continuous with it. The observations of 
Brium^(NQ.,504) on the Chick, and Kolliker (No. 298, pp. 953 — 955) on the 
Mamm^hj|dd but little to those of Braun. They shew that the greater 
j)art of tlMl^land (the cortical substance) in these two types is derived from 
the mesoblast, and that the glands are closely connected with sympathetic 

* These globules are not formed of a true fatty substance, and this is also probably 
true for the similar globules of the interrenal bodU s of Elasmobranchii. 
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ganglia ; while Kolliker also states that the posterior part of the organ is 
unpaired in the embryo rabbit of 16 or 17 days. 

The structure and development of what I have called the interrenal 
body in Elasmobranchii so closely correspond with that of the mesoblastic 
part of the suprarenal bodies of the Reptilia, that I have very 
little hesitation in regarding them as homologous^; while the paired 
bodies in Elasmobranchii, derived from the sympathetic ganglia, clearly 
correspond with the part of the suprarenals of Reptilia having a similar 
origin ; although the anterior parts of the paired supiarenal bodies 
of Fishes have clearly become aborted in the higher types. 

In Elasmobranch Fishes we thus have (1) a series of paired 
bodies, derived from the sympathetic ganglia, and (2) an un- 
paired body of mesoblastic origin. In the Amniota these bodies 
unite to form the compound suprarenal bodies, the two consti- 
tuents of which remain, however, distinct in their develop- 
ment. The mesoblastic constituent appears to form the cortical 
part of the adult suprarenal body, and the nervous constituent 
the medullary part. 
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^ The fact of the organ being unpaired in Elasmobranchii and paired in the 
Amniota is of no importance, us is shewn by the fact that part of the organ is unpaired 
in the Babbit. 
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In all the Coelenterata, except the Ctenophora, the contractile 
elements of the body wall consist of filiform processes of ectodermal 
or entodermal epithelial cells (figs. 375 and 376 B). The elements 
provided with these processes, which were first discovered by Kleinen- 
berg, are known as myo-epithelial cells. Their contractile parts 

may either be striated (fig. 376) or 
non-striated (fig. 375). In some in- 
stances the epithelial part of the cell 
may nearly abort, its nucleus alone re^ 
maining (tig. 376 A); and in this way 
a layer of muscles lying completely 
below the surface may be established. 

There is embryological evidence of 
the derivation of the voluntary muscular 
system of a large number of types from 
myo-epithelial cells of this kind. The 
more important of these groups are the Chaetopoda, the Gephyrea, 
the Chaetognatha, the Nematoda, and the Vertebrata\ 

While there is clear evidence that the muscular system of a large 
number of types is composed of cells which had their origin in myo- 
epithelial cells, the mode of evolution of the muscular system of other 
types is still very obscure. The muscles may arise in the embryo from 
amoeboid or indifferent cells, and the Hertwigs® hold that in many of 
these instances the muscles have also phylogcnetically taken their 
origin from indifferent connective tissue cells. The subject is how- 
ever beset with very serious difficulties, and to discuss it here would 
carry me too far into the region of pure histology. 

^ If recent statements of Metschnikoff are to be trusted, the Echinodermata must 
be added to these groups. The amoeboid cells stated in the first volume of this 
treatise to form the muscles in this group, on the authority of Selenka, give rise, accord- 
ing to Metschnikofi, only to the cutis, while the same naturalist states the epithelial 
cells of the vasoperitoneal vesicles are provided with muscular tails. 

’ 0. and B. Hertwig, Die Calomtheorie. Jena, 1881. 



Fig. 375. Myo-eiithelial 
CELLS OF Hydra. (From Gegen- 
baur ; after Kleinenberg.) 

7/1. contractile fibres. 
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The voluntary muscular system of the Chordata. 

The muscular fibres. The muscular elements of the Chordata 
undoubtedly belong to the myo-epithelial type. The embryonic 




Pig. 376. Muscle-cells op Lizzia Kollikeui. (From Lankester; after 
O. and B. Hertwig.) 

A. Muscle-cell from the circular fibres of the subumbrella. 

B. Myo-epithelial cells from the base of a tentacle. 

muscle cells are at first simple epithelial cells, but soon become 
spindle-shaped : part of their protoplasm becomes differentiated into 
longitudinally placed striated muscular fibrils, while part, enclosing 
the nucleus, remains indifferent, and constitutes the epithelial ele- 
ment of the cells. The muscular fibrils are either placed at one side 
of the epithelial part of the cell, or in other instances (the Lamprey, 
the Newt, the Sturgeon, the Rabbit) surround it. The latter ar- 
rangement is shewn for the Sturgeon in fig. 57. 

The number of the fibrils of each cell gradually increases, and 
the protoplasm diminishes, so that eventually only the nucleus, or 
nuclei resulting from its division, are left. The products of each cell 
probably give rise, in conjunction with a further division of the 
nucleus, to a primitive bundle, which, except in Amphioxus, Petro- 
myzou, etc., is surrounded by a special investment of sarcolemma. 

The voluntary muscular system. For the purposes of descrip- 
tion the muscular system of the Vertebrata may conveniently be 
divided into two sections, viz. that of the head and that of the trunk. 
The main part, if not the wliole, of the muscular system of the trunk 
is derived from certain structures, known as the muscle-plates, 
which take their origin from pai’t of the primitive mesoblastic 
somites. 

It has already been stated (pp. 243 — 246) that the mesoblastic 
somites are derived from the dorsal segmented part of the primitive 
mesoblastic plates. Since the history of these bodies is presented 
in its simplest form in Elasinobraiichii it will be convenient to com- 
mence with this group. Each somite is composed of two layers — a 
somatic and a splanchnic — both formed of a single row of columnar 
cells. Between these two layers is a cavity, which is at first directly 
continuous with the general body cavity, of which indeed it merely 
forms a specialized part (fig. 377). Before long the cavity becomes* 
however completely constricted off from the permanent body cavity. 
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Very early (fig. 377) tliu inner nr splanchniu wall of the somites 
loses its simple constitutinn, owing to the niiildlc part of it under- 
uuinii* i^eenliar cllan^■es. The ineaninix of the chanaes is at once 
shewn by lorigitudiiial horizontal sections, wliich prove (tig. 37iS) that 
the cells in this situation (^mp) have become exterided in a longi- 
tudinal direction, and, in fact, form typical spindle-shaped embryonic 
muscle-cells, each with a large nucleus. Every muscle-cell extends 
for the wliole length of a somite. The inner layer of each somite, 
immediately within tin; muscle-hand just described, begins to pro- 
liferate, and produce a mass of cells, placed between the muscles 
and the notochord ( Kr). I'hese cells form the commencing vertebral 
bodies, and have at first (fig. 37H; the same segmentation as the 
Sunnites from wliich tliey sprang. 

After the sepaiation of the vertebral bodies from the somites, 
the remaining parts of the somites may 
be called muscle-plates; since they be- 
come directly converted into the whole 
voluntary muscular system of the trunk 
(fig. 37D, nip). 

According to the statements of Bambeke 
and Gdtte, the Amphibians present some 
noticeable peculiarities in tlic duv idopmeiit 
of their muscular system, in that such distinct 
muscle-plates as those of other vertebrate 
ty|ic.s arf^ not developed. Each side-plate of 
incsohlast is divided into a somatic and a 
s[ilanchnic layer, continuous throughout the 
vertehral and parietal portions of tlie plate. 
The verUdn al })Oitioiis (somites) of the jilatcs 
soon lan*ome sej^arated from the parietal, and 
form independent masses of cells e instituted 
of two layers, wiiieJi wivre oi-iginally coii- 
tiuuons witli the somatic and splanelmic layers 
of the parietal plates (fig. 71)). Tin; outer or 
soiriatic layer of the vertehi al plates is formeil 
of a single row of cells, but the inner or 
splanchnic layer is made iij) of a kernel of 
cells on the side of the somatic layer aiirl 
an inner layer. The kernel of the splanchnic 
layer and the outer or somatic layer together 
correspond to a mnscl(‘-plate of other Verte- 
bnita, and exldliit a similar .sc'gimaitation. 

Dsseinis Tislies are slated to agree with 
Ani[)hihians in the di;ve]o[ini(ait of their 
somites and mnseidai' .system \ Vnit further observations on this point are 
reijuired. 

In Hijils the lioiizontal splitting of (he mesohlast i;\ (coils at first to tho 
dorsal siiriimit of the mcsnldastie pdates, but aftei- tlie isolation of the 

^ I'^hilicli, “ Uehi.*r ilcn ])Lai]>lH-r. Tlieil il. lowiibel.” Arrliir f. inirr. Aunt., Vol. xi. 



FlO. 377. TllANSVKUME HKL’- 
TiDN THiifinoi riij: riii'Mi of an 

EMUIIYO .SLlGllTl/V DLUEIt THAN 


FIG. 2 U E. 

lie. neural canal ; pr. pos- 
terior root of spinal norvr ; .r. 
Hubnotoclinrdal rod ; on. iiortii ; 
ar. .somatic nie.soblast ; up. 
splanelmic rausoblast ; nip. 
inuBfdi' plate ; vip'. ]ioi timi of 
muscle- plivh* cmiVL i t' il into 
muscle; Tr. jmrLioii nl; the 
vertebral plate wliieli will ^ivc 
rise to tlie veiti bnil boilie.s; dl. 
jiliineiilai y tract. 
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«oinitepi the .split between tlic soinntie Mini layers becDines to a 

large extent obliteratiiLl, though in 
the anterior soniite.s it iip[)ear.s in 
juirt to persist. The somites on the, 

.sia*onil ihiy, as staai in a tran.sver.se 
section (tig. 115, are somewhat 

ipiailrihiteral in form but tiroader 
than tliey are tleep. 

Eaeli at that time consists of a 
somewhat thick cortex of radiating 
rather grajuilar eoliiiiinar cells, en- 
clo.sing a small kernel of splierical 
cells. They are not, as may be 
seen in the above lignre, completely 
separated from the veniral (or late- 
ral a.s they are at this period) jnirts 
of the mesobhistic plate, and the 
dor.sal and outer layer of tlie cortex 
of tlm .somites is continuous with 
the somatic layer of mesoblast, the 
remainder of the cortex, with the 
central kernel, being continuous 
with the sjdanchnic haytir. Towards the end of the second and lieginiiing 
of the third day the upper and outer layer of the cortex, together i)rohably 
with some of the central cells of the kernel, becomes separated off a.s a 
muscle-plate (fig. IIG). The muscle-plate when formed (fig. 117) is found 
to consist of two laytas, an inner and an outer, which enclose between 
them an alnio.st obliterated central cavity; and no sooner is the miiscle- 
jilate formed than the middle portion of the inner layer hecomes converted 
into loiigitiulinal iiiuscle.s. The avian muscle-plates have, in fact, pre- 
cisely the same constitution as those of Elasmobranchii. The central 
space is clearly a remnant of the Vfyrfehral porthyn uf ilut hoiijf ravitt/^ 
which, though it wholly or jjartially disap[)e;n*.s in a [uevion.s stage, re- 
ap])ears again on the formation of the muscle-plate. 

The reimtiiulor of the somite, after the formation of the mu.scle-plate, 
i.s of very considerahle hulk; the cells of the cortex helongiug to it lose 
their distinctive cliaracters, and tlie imijor [;arL of it becomes the vertebral 
rudiment. 

In Mammalia the hi.story a))pear.s to bo geuerally the same as in Ehi.s- 
inobrauchii. Tln^ .split whiidi gives risti to the boily cavity is continued to 
the dorsal summit of the mfsuhla.stie plates, and the florsal portions of the 
plates with their coiitaineil cavities luicome ilivicled into .smniti’s, and ari^ 
then .separated olf from the ventral. The later di‘\ elopinent of the somites 
ha.s not been workcnl out with the requisite ear(‘, hut it would seem that 
they form somewhat euhical bodies in which all trace of the primitii'e slit 
is lost. The further development re.sembles that in Mirds. 

Tlio fii.st changes of the mcsoblastic somites and the formation of 
the nui.sLde-plates do not, according to existing statements, take 
place on quite the same type throughout the Vertebrata, yet the 
coinparison vvliicli has l)een insti tilled between Khi.^inolu anchs and 
other Vertebrates aj/peais to prove that I lime an* impoitaiit common 



Fii;. ;t7S. llauiznNTAJ, siu Tiux iiiiujiniH 
TlfK THUNK nr AN KJIBRVO OF SCYLLIUM CON* 
HlDKltAlilA' YnUN'IiKU THAN 28 F. 

Tho section is taken at the level of the 
nntochorrl, and ghesva the separation of the 
cells to form the vertebral hodie.s from the 
mii.scle-pliiLrs. 

f/<. notoeliurd ; t’p. epiblast ; Vr. rudiment 
of vertebral body; mp. muscle-plate; mp'. 
portion of mu.scle-plfite already differentiated 
into longitudinal iiuiscliv'j. 
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features in their (li‘Veli)|nnent, wliieli may be rei;'arileil as primitive, 
and as been inlierited from tlie aiicesturs of Vertebrates. 

Th (\si> fr:i tores are (1) the extension of tlie body cavity into the 
ver(el)ral jilutes, and subsequent enelosure of this cavity between the 
two layeis nt' the niusele-plates ; (2) the prioiitive division of the 
vertebral plate into an i)uter (somatic) and an inner (vsplanchnic) 
layer, and the foriuation of a large part of the voluntary muscular 
system out of the inner layi i*. which in all cases is converted into 
muscles earlier than the outer layer. 

The conversion of the muscle-plates into muscles. It will be 
conviaiiiait to commence this subject with a description of the changes 

which take place in such a simple type 

as that of the Elasmobranchii. 

At the time when the muscle-plates 
have become independent structures 
they form flat two-layered oblong bodies 
^ enclosing a slit-like central cavity (fig. 
27!), mj}). The outer or somatic wall 
is formed of simple epithelial-like cells. 
The inner or splanchnic wall has how- 
^ ever a somewliat complicated structure. 
It is composed dorsally and ventrally 
of a columnar epithelium, but in its 
middle portion of the muscle-cells pre- 
viously spoken of. Between these and 
the central cavity of the plates the epi- 
thelium forming the remainder of the 
layer commences to insert itself ; so 
that between the first-formed muscle 
and the cavity of the muscle-plate there 
Fio. 370. SiiHTiDN THBouaii appears a thin layer of cells, not how- 
TiiK TUI \K lu' .V SijYLLiuM EMBRYO evcr continuous throughout. 
sLi.iiijo- viirMiKji than 28 F. i 


SLI.OMO VIHMOOI THAN zy niusclc-plates, 

.‘-vur. ,s]uii;i] uHiiftl: TF. whito ■ i r- .i j. • i 

mattui- nt si.inal enrcl ; pr. po.stB- Viewed from the exterior, have nearly 
riur HiTve-runls ; rh. nntonhnril; straight cdgCS J SOOll llOWOVCr they be- 
J-. suliviintixOiDi-aiii i-nil ; niu iiorLa; c'Oine beiit ill tliC middle, so that the 

«<ls» w .n oblusply pnsnk, form, 

into masciuM ; Vr. ruiliiiieiit of the apcx of the angle being directed 
vurti'liiii.1 iiiiily; .sf. sr^oiuiiital forwards. They are so arranged that 

tiilui; stJ. sp'MiKMilal iluct; .vur. .i a ■ i . t - 1 i a a 

siiiriii valvf ; snhinti sbiiial vein ; the anterior edge ol tlie one plate fits 
p.n. priinUive gunuiativL* cells. into the posterior edge ol the one in 

front. In the lines of junction between 
the plates lavei.s of connective tissue cells appear, which form the 
commeni emi nls ot tlo- intenmiscidar siqita,. 

The. growlh of the plates is very rapid, and their upper ends 
soon exlAOid to the summit of tlie neural canal, and their lower ones 
nearly meet in tlie median ventral line. The original band of 
luiL.scles, whose growth at first is very slow, now increases with great 


spiriil valvi; ; v. snhinti'sbiiial vein ; 
ji.u. priiniLive gunuiativL* cells. 
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rapidity, and forms the nucleus of the whole voluntary muscular 
system (fig. 380, mp). It extends upwards and downwards by the 
continuous conversion of fresh cells of the splanchnic layer into 
muscle-cells. At the same time it grows rapidly in thickness by the 
addition of fresh spindle-shaped muscle-cells from i\\e somatic layer as 
well as by the division of the already existing cells. 

Thus both layers of the muscle-plate are concerned in forming the 
great longitudinal lateral muscles, though the splanchnic layer is con- 
verted into muscles very much sooner than the somatic^. 

Each muscle-plate is at first a contin\ious structure, extending 
from the dorsal to the .ventral surface, but after a time it becomes 
divided by a layer of connective tissue, which becomes developed nearly 
on a level with the lateral line, into a dorso-latei al and a ventro- 
lateral section. Tlie ends of the muscle-plates continue for a long 
time to be formed of undifferentiated columnar cells. The compli- 
cated outlines of the inter-muscular septa become gradually esta- 
blished during the later stages of development, causing the w^ell-known 
appearances of the muscles in transverse sections, which require no 
special notice here. 

The muscles of the limbs, 'i ho limb muscles are formed in 
Elasmobranchii, coincidently with the cartilaginous skeleton, as two 
bands of longitudinal fibres on the dorsal and ventral surfaces of the 
limbs (fig. 346). The colls, from which these muscles originate, are 
derived from the muscle-plates. When tlii3 ends of the muscle-plates 
reach the level of the limbs they bend outwards and enter the tissue of 
the limbs (fig. 380). Small portions of several muscle- plates {m pi) 
come in this way to bo situated within the limbs, and are very soon 
segmented off from the remainder of the muscle-plates. The portions of 
the muscle-plates thus introduced soon lose their original distinctness. 
There can however be but little doubt that they supply the tissue for 
the miiKScles of the limbs. The muscle-plates themselves, after giving 
off' buds to the limbs, grow downwards, anil soon cease to shew any 
trace of having given off tlie.^e buds. 

In addition to the longitudinal muscles of the trunk just described, 
which are generally characteristic of Fishe.s, there is found in Ainphioxus a 
peculiar transverse abdominal muscle, extending from the mouth to the 
abdominal pore, the origin of which has not been made out. 

It has already been shewn that in all the higher Vertebrata 
muscle-plates appear, which closely resemble those in Elasmobranchii; 
so that all the higher Vertebrata pass through, with reference to their 
muscular system, a fish-like stage. The middle portion of the inner 
layers of their muscle-plates becomes, as in Elasmobranchii, con- 


* The brothers Hertwig have recently maintained that only the inner layer of the 
muscle- plates is converted into muscles. In the Elasmobranebs it is easy to de- 
monstrate the incorrectness of this view, and in Aoipenser {pide fig. 67, mp) the two 
layers of the muscle-plate retain their original relations after the cells of both of them 
have become converted into muscles. 
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verted into muscles at a very early period, and the outer layer for a 
long time remains formed of indifferent cells. That these muscle- 
plates give rise to the main muscular system of the trunk, at any 



Fig. 380 . Tkansversk section through the anterior part of the trunk 

OF AN EMBRYO OF SCYLLIUM SLIGHTLY OLDER THAN FIG. 29 B. 

The section is diagrammatic in so far that the anterior nerve-roots have been 
inserted for the whole length ; whereas they join the spinal cord half-way between two 
posterior roots. 

sp.c. spinal cord; sp.g. ganglion of posterior root; ar. anterior root; dn. dorsally 
(Urected nerve springing from posterior root; wp. muscle-plate; rap', part of muscle- 
plate already converted into muscles ; m.pl. part of muscle-plate which gives rise to 
the muscles of the limbs; nl. nervus lateralis; ao, aorta; ch. notochord; sy.g. sym* 
pathetic ganglion ; ca.v. cardinal vein; «p. a. spinal nerve; sd. segmental (archinephric) 
duct; j?f. segmental tube; du. duodenum; pan, pancreas; hp,d. point of junction of 
hepatic duct with duodenum ; tinic, umbilical canal. 
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rate to the episkeletal muscles of Huxley, is practically certain, but 
the details of the process have not been made out. 

In the Ferennibranchiata the fish-like arrangement of muscles is re- 
tained through life in the tail and in the dorso-lateral parts of the trunk. 
In the tail of the Amniotic Vertebrata the primitive arrangement is also 
more or less retained, and the same holds good for the dorso-lateral trunk 
muscles of the Lacertilia. In the other Ainniota and the Anura the 
dorso-lateral muscles have become divided up into a series of separate 
muscles, which are arranged in two main layers. It is probable that the 
intercostal muscles belong to the same group as the dorso-lateral muscles. 

The abdominal muscles of the trunk, even in the lowest Amphibia, 
exhibit a division into seveml layers. The recti abdominis are the least 
altered part of this system, and usually retain indications of the primitive 
inter-muscular septa, which in many Amphibia and Lacertilia are also 
to some extent preserved in the other abdominal muscles. 

In the Amniotic Vertebrates there is formed underneath the vertebral 
column and the transverse processes a system of muscles, forming part 
of the hyposkeletal system of Huxley, and called by Gegenbaur the 
Bubvertebral muscles. The development of this system has not been 
worked out, but on the whole I am inclined to believe that it is derived 
from the muscle-f dates. Kolliker, Huxley and other embryologists believe 
however that these muscles are independent of the muscle-plates in their 
origin. 

Whether the muscle of the diaphragm is to be placed in the same 
category as the hyposkeletal muscles has not been made out. 

It is probable that the cutaneous muscles of the trunk are derived 
from the cells given off from the muscle-plates. Kbllik(?r however believes 
that they have an indej)endent origin. 

The limb-muscles, both extrinsic and intrinsic, as may be concluded 
from their development in Elasmobranchii, are derived from the muscle- 
plates. Kleinenberg found in Lacertilia a growth of the muscle-plates 
into the limbs, and in Amphibia Gcitte finds that the outer layer of the 
muscle-plates gives l ise to the muscles of the limbs. 

In the higher Vertebrata on the other hand the entrance of the muscle- 
plates into the limbs has not been made out (Kolliker). Tt seems therefore 
probable that by an embryologicul modification, of which instances are so 
frequent, the cells which give rise to the muscles of the liml>s in the higher 
Vertebrata can no longer be traced into a direct connection with the muscle- 
plates. 


The Somites and muscular system of the head. 

The extension of the somites to the anterior end of the body in Ani- 
phioxus clearly proves that somites, similar to those of the trunk, were 
originally present in a region, which in the higher Vertebrata has 
become differentiated into the head. In the adult condition no true 
Vertebrate exhibits indications of such somites, but in the embryos 
of several of the lower Vertebrata structures have been found, which 
are probably equivalent to the somites of the trunk : they have been 
frequently alluded to in the previous chapters of this volume. These 
structures have been mo.st fully worked out in Elasmobranchii. 
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The mesoblast in Elasmobranch embryos becomes first split into 
somatic and splanchnic layers in the region of the head; and between 
these layers there are formed two cavities, one on each side, which 
end in front opposite the blind anterior extremity of the alimentary 
canal; and are continuous behind with the general body cavity (fig. 
20 A, vp). I propose calling them the head-cavities. The cavities 
of the two sides have no communication with each other. 

Coincidently with the formation of an outgrowth from the 
throat to form the first visceral cleft, the head-cavity on each side 
becomes divided into a section in front of the cleft and a section 


behind the cleft; and at a later period it becomes, owing to the 
formation of a second cleft, divided into three sections: (1) a section 
in front of the first or hyomandibular cleft ; (2) a section in the 
hyoid arch between the hyomandibular cleft and the hyobranchial or 
first branchial cleft ; (3) a section behind the first branchial cleft. 

The front section of the head-cavity grows forward, and soon 
becomes divided, without tlie intervention of a visceral cleft, into an 

anterior and posterior division. The 



Fig. 381 . Transverse section 

THROUGH THE FRONT PART OF THE 
HEAD OF A yOUNO PrISTIURUS EMBRVO. 


anterior lies close to the eye, and in 
front of the commencing mouth in- 
volution. The posterior part lies com- 
pletely within the mandibular arch. 

As the rudiments of the successive 
visceral clefts are formed, the posterior 
part of the head-cavity becomes divided 
into successive sections, there being 
one section for each arch. Thus the 
whole head-cavity becomes on each 
side divided into (1) a premandibular 
section ; (2) a mandibular section {vide 
fig. 29 A, pp)\ (3) a hyoid section; 
(4) sections in each of the branchial 
arches. 

The first of these divisions forms 
a space of a considerable size, with 


The section, owing to the cranial 
flexure, cuts both the fore- and the 
hind-brain. It shews the preman- 
dibular and mandibular head cavities 
Ipp and 2pp, etc. The section is 
moreover somewhat oblique from side 
to side. 

fh, fore-brain ; 1. lens of eye ; m. 
mouth ; pt. upper end of mouth, 
forming pituitary involution; lao. 
mandibular aortic arch ; 1pp. and 
2pp. first and second head cavities ; 
Ivc. first visceral cleft ; V, fifth 
nerve; aun, auditory nerve; VII. 
seventh nerve; aa. dorsal aorta; 
acv. anterior cardinal vein; ch. 
notochord. 


epithelial walls of somewhat short 
columnar cells ffig. 381, Ipp). It is 
situated close to the eye, and presents 
a rounded or sometimes a triangular 
figure in section. The two halves of 
the cavity are prolonged ventralwards, 
and meet below the base of the fore- 
brain. The connection between them 
appears to last for a considerable 
time. These two cavities are the only 
parts of the body cavity within the 
head which unite ventrally. The sec- 
tion of the head-cavity just described 
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is so similar to the remaining sections that it must be considered 
as serially homologous with them. 

The next division of the head-cavity, which from its position may 
be called the mandibular cavity, presents 
a spatulate shape, being dilated dorsally, 
and produced ventrally into a long thin 
process parallel to the hyomandibular gill- 
cleft (fig. 20,/?;?). Like the previous space 
it is lined by a short columnar epithelium. 

The mandibular aortic arch is situated 
close to its inner side (fig. 381, 2/?/)). After 

becoming separated from the lower part Fio. 382 . Horizontal sec* 
(Marshall), the upper part of the cavity l^Z 
ati*ophies about the time oi the appear- bryo op Pristiurus. 
ance of the external gills. Its lower part ep. epiblast; vc. pouch of 
also becomes much narrowed, but its walls hypoblast which will form the 
of columnar cells persist. The outer or of 

somatic wall becomes very thin indeed, coral arch; aa. aortic arch, 
the splanchnic wall, on the other hand, 

thickens and forms a layer of several rows of elongated cells. In 
each of the remaining arches there is a segment of the original body 
cavity fundamentally similar to that in the mandibular arch (fig. 382). 
A dorsal dilated portion appears, however, to be present in the third 
or hyoid section alone (fig 20), and even there disappears very soon, 
after being segmented off from the lower part (^Marshall). The 
cavities in the posterior parts of the head become much reduced like 
those in its anterior part, though at rather a later period. 

It has been shewn that the divisions of the body cavity in the 
head, with the exception of the anterior, early become atrophied, 
wt so however their walls. The cells forming the walls both of 
the dorsal and ventral sections of these cavities become elongated, 
and finally become converted into muscles. Their exact history 
has not been followed in its details, but they almost unquestionably 
become the musculus contrictor superficialis and m\iscalus inter- 
branchialis' ; and probably also musculus levator mandibuli and other 
muscles of the front part of the head. 

The anterior cavity close to the eye remains unaltered much 
longer than the remaining cavities. 

Its further history is very interesting. In my original account of 
this cavity (No. 292, p. 208) I stated my belief that its walls gave 
rise to the eye-muscles, and the history of this process has been to 
some extent worked out by Marshall in his important memoir (No. 

509)- 

Marshall finds that the ventral portion of this cavity, where its 
two halves meet, becomes separated from the remainder. The eventual 


1 Vide Vetter, **Die Kiemen und Kiefermusculatur d. Fische.’* Jenaische Zeit- 
schrift, Vol. vii. 



560 


THE EYE^MUSCLES, 


fate of this part has not however been followed. Each dorsal 
section acquires a cup-like form, investing the posterior and inner 
surface of the eye. The cells of its outer wall subsequently ^ive rise 
to three sets of muscles. The middle of these, partly also derived 
from the inner walls of the cup, becomes the rectus internus of the 
eye, the dorsal set forms the rectus superior, and the ventral the rectus 
inferior. The obliquus inferior appears also to be in part developed 
from the walls of this cavity. 

Marshall brings evidence to shew that the rectus externus (as 
might be anticip-ited from its nerve supply) has no connection with 
the walls of the premandibular head-cavity, and finds that it arises close 
to the position originally occupied by the second and third cavities, 
Marshall has not satisfactorily made out the mode of development of 
the obliquus superior. 

The walls of the cavities, whose history has ju'^t been recorded, 
have definite relations with the cranial nerves, an account of which 
has already been given at p. 379. 

Head-cavities, in the main similar to those of Elasniobranchii, have 
been found in the embryo of Petrom>zoii (fig. 45, /m), the Newt 
(Osborn and Scott), and various Reptilia (Parker). 
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EXCRETORY ORGANS. 


Excretory organs consist of coiled or branched and often ciliated 
tubes, with an excretory pore opening on the outer surface of the 
body, and as a rule an internal ciliated orifice placed in the body- 
cavity. In forms provided with a true vascular system, there is a 
special development of capillaries around the glandular part of the 
excretory organs. In many instances the glandular cells of the organs 
are filled with concretions of uric acid or some similar product of nitro- 
genous waste. 

There is a very g^'eat morphological and physiological simi- 
larity between almost all the forms of excretory organ found in the 
animal kingdom, but although there is not a little to be said for 
holding all these organs to be derived from some common prototype, 
the attempt to establish definite homologies between them is beset 
with very great difficulties. 

Platyelminthes. Throughout the whole of the Platyelminthes 
these organs are constructed on a well-defined type, and in the 
Rotifera excretory organs of a similar form to those of the Platyel- 
minthes are also present. 

Those organs (BVaipont. No. 513) are more or less distinctly 
paired, and consist of a system of wide canals, often united into a 
network, which open on the one hand into a pair of large tubes 
leading to the exterior, and on the other into fine canals which 
terminate by ciliated openings, either in spaces between the con- 
nective-tissue cells (Platyelminthes), or in the body-cavity (Rotifera). 
The fine canals open directly into the larger ones, without first 
uniting into canals of an intermediate size. 

The two large tubps open to the exterior, either by means of a 
median posteriorly placed contractile vesicle, or by a pair of vesicles, 
which have a ventral and anterior position. The former type is 
characteristic of the majority of the Trematoda, Cestoda, and Roti- 
fera, and the latter of the Nemertea and some Trematoda. In the 

n. E. n. o(i 
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Tiirbellaria the position of the external* openings of the system is 
variable, and in a few Cestoda (Wagner) there are lateral openings 
on each of the successive proglottides, in addition to the terminal 
openings. The mode of development of these organs is unfortunately 
not known. 

MoUusca. In the Mollusca there are usually present two in- 
dependent pairs of excretory organs — one found in a certain number 
of forms during early larval life only*, and tlie other always present 
in the adult. 

The larval excretory organ has been found in the pulmonate 
Gasteropoda (Gegenbaur, FoP, Rabl), in Teredo (Hatschek), and pos- 
sibly also in Paludina. It is placed in the anterior region of the body, 
and opens ventrally on each side, a short way behind the velum. It 
is purely a larval organ, disappearing before the close of the vcliger 
stage. In the aquatic Pulmonata, where it is best developed, it 
consists on each side of a V-shaped tube, with a dorsally-placed apex, 
containing an enlargement of the lumen. There is a ciliated cephalic 
limb, lined by cells with concretions, and terminating by an internal 
opening near the eye, and a non-ciliated pedal limb opening to the 
exterior^ 

Two irreconcilable views are held as to the development of this 
system. Babl (Vol. i. No. 268) and Hatschek hold that it is de- 
veloped in the mesoblast; and Rabl states that in Planorbis it is 
formed from the anterior mesoblast cells of the mesoblastic bands. 
A special mesoblast cell on each side elongates into two processes, 
the commencing limbs of the future organ. A lumen is developed 
in this cell, which is continued into each limb, while the continua- 
tions of the two limbs are formed by perforated mesoblast cells. 

According to Fol these organs originate in aquatic Pulmonata as 
a pair of invaginations of the epiblast, slightly behind the mouth. 
Each invagination grows in a dorsal direction, and after a time 
suddenly bends on itself, and grows ventralwards and forwards. It 
thus acquires its V-shaped form. 

In the terrestrial Pulmonata the provisional excretory organs are, 
according to Fol, formed as epiblastic invaginations, in the same way 
as those in the aquatic Pulmonata, but have the form of simple non- 
ciliated sacks, without internal openings. 

The permanent renal organ of the Mollusca consists typically of a 
pair of tubes, although in the majority of the Gasteropoda one of 
the two tubes is not developed. It is placed considerably behind 
the provisional renal organ. 

^ 1 leave out of consideration an external renal organ found in many maiine 
Gasteropod larye, vide Vol. i. p. 232. 

* H. Fol, ‘‘Etudes sur le d^vel. d. MoUusques.” Mem. iii. Archiv d, Zool. exp€r, 
et g4nir,t Vol. viii. 

* The careful observations of Fol seem to me nearly conclusive in favour of this 
limb having an external opening, and the statement to the reverse effect on p. 232 of 
Vol. I. of this treatise, made on the anthoiity of Babl and Butschli, must probably be 
corrected. 
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Each tube, in its most typical form, opens by a ciliated funnel into 
the pericardial cavity, and has its external opening at the side of the 
foot. The pericardial funnel leads into a glandular section of the 
organ, the lining cells of which are filled with concretions. This 
section is followed by a ciliated section, from which a narrow duct 
leads to the exterior. 

As to the development of this organ the same divergence of 
opinion exists as in the case of the provisional renal organ. 

Rabrs careful observations on Planorbis (Vol. r. No. 268) tend to 
shew that it is developed from a mass of mesoblast cells, near the end 
of the intestine. The mass becomes hollow, and, attaching itself to 
the epiblast on the left side of the anus, acquires an opening to the 
exterior. Its internal opening is not established till after the 
formation of the heart. Fol gives an equally precise account, but 
states that the first rudiment of the organ arises as a solid mass of 
epiblast cells. Lankestor finds that this organ is developed as a 
paired invagination of the epiblast in Pisidium, and Bobretzky also 
derives it from the epiblast in marine Prosobrarichiata. In Cephalo- 
poda on the other hand Bobretzky’s observations (I conclude this 
from his figures) indicate that the excretory sacks of the renal 
organs are derived from the mesoblast. 

Polyzoa. Simple excretory organs, consisting of a pair of ciliated 
canals, opening between the mouth and the anus, have boon found 
by Hatschek and Joliet in the Entoproctous Polyzoa, and are de- 
veloped, according to Hatschek, by whom they were first found in 
the larva, from the mesoblast. 

Brachiopoda. One or rarely two (Rhynchonella) pairs of canals, 
with both peritoneal and external openings, are found in the Brachio- 
poda. They undoubtedly serve as genital ducts, but from their struc- 
ture are clearly of the same nature as the excretory organs of the 
Chaetopoda described below. Their development has not been worked 
out. 

Chsetopoda. Two forms of excretory organ have been met with 
in the Chaetopoda. The one form is universally or nearly universally 
present in the adult, and typically consists of a pair of coiled tubes 
repeated in every segment. Each tube has an interna! opening, 
placed as a rule in the segment in front of that in which the greater 
part of the organ and the external optming are situated. 

There are great variations in the structure of these organs, which 
cannot be dealt with here. It may be noted however that the 
internal opening may be absent, and that there may be several in- 
ternal openings for each organ (Polynoe). In the Capitellidae more- 
over several pairs of excretory tubes have been shewn by Eisig (No. 
512) to be present in each of the posterior segments. 

The second form of excretory organ has as yet only been found in 
the larva of Polygordius, and will be more conveniently dealt with in 
connectidn with the development of the excretory system of this 
form. 
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There is still considerable doubt as to the mode of formation of 
the excretory tubes of the Chaetopoda. Kowalevsky (No. 277), 
from his observations on the Oligochseta, holds that they develop 
as outgrowths of the epithelial layer covering the posterior side of 
the dissepiments, and secondarily become connected with the epi- 
dermis. 

Hatschek finds that in Criodrilus they arise from a continuous 
linear thickening of the somatic mesoblast, immediately beneath 
the epidermis, and dorsal to the ventral band of longitudinal muscles. 
They break up into S-shaped cords, the anterior end of each of 
which is situated in front of a dissepiment, and is formed at first of 
a single large cell, while the posterior part is continued into the seg- 
ment behind. The cords are covered by a peritoneal lining, which 
still envelopes them, when in the succeeding stage they are carried 
into the body-cavity. They subsequently become hollow, and their 
hinder ends acquire openings to the exterior. The formation of 
their internal openings has not been followed. 

Kleinenberg is inclined to believe that the excretory tubes take 
their origin from the epiblast, but states that he has not satisfactorily 
worked out their development. 

The observations of Eisig (No. 512) on the Capitellidfe support 
Kowalevsky’s view that the excretory tubes originate from the 
lining of the peritoneal cavity. 

Hatschek (No. 514) has given a very interesting account of the 
development of the excretory system in Polygordius. 

The excretory system begins to be formed, while the larva is 
still in the trochosphere stage (fig. 883, nph), and consists of a 

provisional excretory organ, which is placed 
in front of the future segmented part of 
the body, and occupies a position very 
similar to that of the provisional excretory 
organ found in some Molluscan larvae {vide 
p. 562). 

Hatschek, with some show of reason, 
holds that the provisional excretory organs 
of Polygordius are homologous with those 
of the Mollusca. 

In its earliest stage the provisional 
excretory organ of Polygordius consists of a 
pair of simple ciliated tubes, each with an 
anterior funnel-like opening situated in the 
midst of the mesoblast cells, and a poste- 
rior external opening. The latter is placed 
immediately in front of what afterwards becomes the segmented 
region of the embryo. While the larva is still unsegmented, a second 
internal opening is formed for each tube (fig. 383, vph) and the two 
openings so formed may eventually become divided into five (fig. 
381? A), all communicating by a single pore with the exterior. 
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FlO. 383. PoLYitORDIlJH 
LABVA. (After Hatschek.) 

m. mouth ; sg, supra-oeso- 
phageal ganglion ; nph. nephri- 
dion; nie.p. mesoblastic band; 
an. anus; ol. Htomaoh. 
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When the posterior region, of the embryo becomes segmented, 
paired excretory organs are formed in each of the posterior segments, 
but the account of their development, as given by Hatschek, is so 
remarkable that I do not think it can be definitely accepted with- 
out further confirmation. 

From the point of junction of the two main branches of the 
larval kidney there grows backwards (fig. 384 B), to tlie hind end 
of the first segment, a very delicate tube, only indicated by its 
ciliated lumen, its walls not being differentiated. Near the front 
end of this tube a funnel, leading into the larval body cavity of 
the head, is formed, and subsequently the posterior end of the tube 
acquires an external opening, and the tube distinct walls. The com- 
munication with the provisional excretory organ is then lost, and 
thus the excretory tube of the first segment is established. 

The excretory tubes in the second and succeeding segments 
are formed in the same way as in the first, Le. by the continuation of 
the lumen of the hind end of the excretory tube from the preceding 
segment, and the subse(|uent separation of this part as a separate 
tube. 

The tube may be continued with a sinuous course through 
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Fi(i. 384. Diagram illustrating the development of the excretory system 
OF PoLYGORDius. (After Hatschek.) 

several segments without a distinct wall. The external and internal 
openings of the permanent excretory tubes are thus secondarily ac- 
quired. The internal openings communicate with the permanent 
body cavity. The development of the permanent excretory tubes is 
diagram mat ically represented in fig. 384 C and D. 

The provisional excretory organ atrophies during larval life. 

If Hatschek’s account of the development of the excretory system of 
Polygordius is cori'ect, it is clear that important secondary moditications 
must have taken place in it, because his description implies that there 
sprouts from the anterior excretory organ, while it has its own external open- 
ing, a posterior duct, which does not comiiiunicate either with the exterior 
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or with the body crtvity 1 Such a duct could have no function. It is 
intelligilde either (1) that the anterior excretory organ should lead into 
a longitudinal duct, opening posteriorly ; that then a series of secondary 
openings into the body cavity should attach themselves to this, that for 
each internal opening an external should subsequently arise, and the 
whole break up into separate tribes ; or (2) that behind an anterior pro- 
visional excretory organ a series of secondary independeiit segmental tubes 
should be formed. But from Hatschek’s account neither of these modes of 
evolution can be deduced. 

Gephjrrea. The (Jephyrea may liave three forms of excretory 
organs, two of which are found in the aduk, and one, similar in 
position and sometimes also in structure, to the provisional ex- 
cretory organ of Polygordius, has so far only been found in the 
larvae of Echiurus and Bonellia. 

In all the Gephyrea the so-called ‘ brown tubes * are apparently 
homologous with the segmented excretory tubes of Chsetopods. 
Their main function appears to be the transportation of the gene- 
rative products to the exterior. There is but a single highly 
modified tube in Bonellia, forming the oviduct and uterus ; a pair 
of tubes in the Gephyrea inermia, and two or three pairs in most 
Gephyrea armata, except Bonellia. Their development has not been 
studied. 

In the Gephyrea armata there is always present a pair of pos- 
teriorly placed excretory oigans, opening in the adult into the anal 
extremity of the alimentary tract, and provided with numerous 
ciliated peritoneal funnels. These organs were stated by Spengel to 
arise in Bonellia as outgrowths of the gut ; but in Echiurus Hatschek 
(No. 515) finds that they are developed from the somatic mesoblast 
of the terminal pa t of the trunk. They soon become hollow, and 
after attaching themselves to the epiblast on each side of the anus, 
acquire external openings. They are not at first provided with 
peritoneal funnels, but these parts of the organs become developed 
from a ring of cells at their inner extremities ; and there is at first 
but a single funnel for each vesicle. The mode of increase of the 
funnels has not been observed, nor has it been made out how the 
organs themselves become attached to the hind-gut. 

The provisional excretory organ of Echiurus is developed at au 
early larval stage, and is functional during the whole of larval life. 
It at first forms a ciliated tube on each side, placed in front of that 
part of the larva which becomes the trunk of the adult. It opens 
to the exterior by a fine pore on the ventral side, immediately in 
front of one of the mesoblastic bands, and appears to be formed 
of pei'forated cells. It terminates internally in a slight swelling, 
which represents the normal internal ciliated funnel. The primi- 
tively simple excretory organ becomes eventually highly complex by 
the formation of numerous branches, each ending in a slightly swollen 
extremity. These branches, in the later larval stages, actually form 
ft network, and the inner end of each main branch divides into a 
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bunch of fine tubes. The whole organ resembles in many respects 
the excretory organ of the Platyelminthes. 

In the larva of Bonellia Spengel has described a pair of provisional 
excretory tubes, opening near the anterior end of the body, which are 
probably homologous with the provisional excretory organs of Echiurus 
{vide Vol. 1., fig. 162 C, se). 

Siscophora. As in many of the types already spoken of, per- 
manent and provisional excretory organs may bo present in the 
Discophora. The former are usually segmentally arranged, and 
resemble in many respects the excretory tubes of the ChsBtopoda. 
They may either be provided with a peritoneal funnel (Nephelis, 
Clepsine) or have no internal opening (Hirudo). 

Bourne^ has shewn that the cells surrounding the main duct in 
the medicinal Leech are perforated by a very remarkable network of 
ductules, and the structure of these organs in the Leech is so peculiar 
that it is permissible to state with due reserve their homology with 
the excretory organs of the Chuetopoda. 

The excretory tubes of Clepsine are held by Whitman to be 
developed in the mesoblast. 

There are found in the embryos of Nephelis and Hirudo certain 
remarkable provisional excretory organs the origin and history of 
which are not yet fully made out. In Nephelis they appear as one 
(according to Robin), or (according to Biitschli) as two successive 
pairs of convoluted tubes on the dorsal side of the embryo, which 
are stated by the latter author to develop from the scattered meso- 
blast cells underneath the skin. At their fullest development they 
extend, according to Robin, from close to the head to near the ventral 
sucker. Each of them is U-shaped, with the open end of the U 
forwards, each limb of the U being formed by two tubes united in 
front. No external opening has been clearly made out. Fiirbringer 
is inclined from bis own researches to believe that they open laterally. 
They contain a clear fluid. 

In Hirudo. Leuckart has described three similar pairs of organs, 
the structure of which he has fully elucidated. They are situated 
in the posterior part of the body, and each of them commences 
with an enlargement, from which a convoluted tube is continued 
for some distance backwards ; the tube then turns forwards again, 
and after bending again upon itself opens to the exterior. The an- 
terior part is broken up into a kind of labyrinthic network. 

The provisional excretory organs of the Leeches cannot be identi- 
fied with the anterior provisional organs of Polygordius and Echiurus. 

Arthropoda. Amongst the Arthropoda Peripatus is the only 
form with excretory organs of the type of the segmental excretory 
organs of the Chietopoda*. 

1 “ On the Structure of the Nephridia of the Medicinal Leech.’* QmrL J. of 
Mier. Science*, Vol. xx. 1880, 

^ Vida P, M. Balfour, “ On some points in the Anatomy of Peripatus Capensis.” 
Quart. J. of Mier. Science^ Vol, xix. 1879. 
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These organs are placed at the bases of the feet, in the lateral 
divisions of the body cavity, shut off from the main median division 
of the body cavity by lonoitudinal septa of transverse muscles. 

Each fully developed organ consists of three parts : 

(1) A dilated vesicle opening externally at the base of a foot. 
(2) A coiled glandular tube connected with this, and subdivided again 
into several minor divisions. (3) A short terminal portion opening 
at one extremity into the coiled tube and at the other, as I be- 
lieve, into the body cavity. This section becomes very conspicuous, 
in stained preparations, by the intensity with which the nuclei of its 
walls absorb the colouring matter. 

In the majority of the Tracheata the excretory organs have the 
form of the so-called Malpighian tubes, which always {vide VoL T.) 
originate as a pair of outgrowths of the e[)iblastic proctodajum. From 
their mode of development they admit of comparison with the anal 
vesicles of the Oephyrea though in the present state of our know- 
ledge this comparison must be regarded as somewhat hypothetical. 

The fintennary and shell-glands of the Crustacea, and possibly also 
the so-called dorsal organ of various Ciustacean larvae appear to be 
excretory, and the two former have been regarded by ('laus and 
Orobben as belonging to the same system as the segmental excretory 
tubes of the Chaetopoda. 

Kematoda. Paired excretory tubes, running for the whole length 
of the body in the so-called lateral line, and opening in front by a 
common ventral pore, are present in the Nematoda. They do not 
appear to communicate with the body cavity, and their development 
has not been s-tudied. 

Very little is known with reference either to the structure or 
development of excretory organs in the Echinodermata and the other 
Invertebrate types of which no mention has been so far made in this 
Chapter. 

Excretory orgam and yenerative ducts of the Cramata. 

Although it would be convenient to separate, if possible, the 
history of the excretory organs from that of the generative ducts, y^t 
these parts are so closely related in the Vertebrata, in some cases the 
same duct having at once a generative and a urinary function, that it 
is not possible to do so. 

The excretory organs of the Vertebrata consist of three distinct 
glandular bodies and of their ducts. These are (1) a small glandular 
body, usually with one or more ciliated funnels opening into the body 
cavity, near the opening of which there projects into the body cavity 
a vascular glomerulus. It is situated very far forwards, and is usually 
known as the head- kidney, though it may perhaps be more suitably 
called, adopting Lankester’s nomenclature, the pronephros. Its duct, 
which forms the basis for the generative and urinary ducts, will be 
called the segmental duct 
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(2) The Wolffian body, which may be also called the mesonephros. 
It consists of a series of, at first, segmen tally (with a few exceptions) 
arranged glandular canals {segmental tubes) primitively opening at 
one extremity by funnel-shaped apertures into the body cavity, and 
at the other into the segmental duct. This duct becomes in many 
forms divided longitudinally into two parts, one of which then 
remains attached to the segmental tubes and forms the Wolffian or 
mesonephric ducty while the other is known as the Mullerian duct 

(3) The kidney proper or metanephros. This organ is only 
found in a completely differentiated form in the amniotic Vertebrata. 
Its duct is an outgrowth from the Wolffian duct. 

The above parts do not coexist in full activity in any living adult 
member of the Vertebrata, though all of them are found together in 
certain embryos. They are so intimately connected that they cannot 
be satisfactorily dealt with separately. 

Elasmobranchii. The excretory system of the Elasmobranchii is 
by no means the most primitive known, but at the same time it forms a 
convenient starting point for studying the modifications of the system 
in other groups. The most remarkable peculiarity it presents is the 
absence of a pronephros. The development of the Elasmobranch 
excretory system has been mainly studied by Semper and myself. 

The first trace of the system makes its appearance as a knob of 
raesoblast, springing from the intermediate cell-mass near the level of 
the hind end of the heart (fig. 385 A, pd). This knob is the rudiment 
of the abdominal opening of the segmental duct, and from it there 
grows backwards to the level of the anus a solid column of cells, 
which constitutes the rudiment of the segmental duct itself (fig. 385, B, 
pd). The knob projects towards the epiblast, and the column connected 



FlCJ. 386. Two SECTIONS or a Phistiurus embryo with three visceral clefts. 

The sections illustrate the development of the segmental duct (pd) or pr'mitive duct 
of the pronephros. In A (the anterior of the two sections) this appears as a solid knob 
(pd) projecting towards tne epiblast. In B is seen a section of the column which has 
grown backwards from the knob in A. 

8pn. rudiment of a spinal nerve; me. medullary caual; ch. notochord; A', sub- 
notochordal rod; mp. muscle-plate; mp'. specially developed portion of muscle-plate; 
(w. dorsal aorta; pd. segmental duct; so. soinatopleure; sp. splanchnopleure; pp. 
body cavity; ep. epiblast; al. alimentary canal. 
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with it lies between the inesohhist ainl epiblast. Tlie knob aiul 
colnmii do not long remain solid, bnt tlie toimer acquires an open- 
ing into the body ciivity (fig. 421, .sv/) 
conjinuDiis witli a Innien, wliich imdces 
its apj)eiir;nice in tlie eoliiinn (fig. 38(i, 
sd). The knol) forms the only structure 
wliich can be regarded as a rudiment 
of the ])i‘one])hros. 

Whih^ the lumen is gradually being 
fornuMl, the segmental tubes of the me- 
sonephros become established. Thc}'^ ap- 
pear to arise as differentiations of the 
parts of the primitive lateral plates of 
mesoblast, placed between the dorsal end 
of the body cavity and the muscle-plate 
(fig. .3 lS(), sty, Avbich are usually known 
as the intermediate cell-masses. 

The lumen of the segmental tubes, 
though at first very small, soon becomes 
of a considerable size. It appears to be 
established in the position of tin; section 
of the body cavity in the intermediate 
cell-mass, which at first unites the part 
of the body cavity in the rnu.scl e-plates 
witli the permanent body cavity. The 
lumen of each tube opens at its lower 
(‘lid into tlie dorsal part of the body 
cavity (fig. 3H(), st), and each tube curls 
obliqmdy backwards round the inner and 
dorsal side of tlie segmental duct, near 
whicli it at first ends blindly. 

One .segmental tube makes its ap- 
pearance for each somite (fig. 26-5), com- 
liienciiig with that immediately behind the abdominal opening of 
the sei^meiital duct, the last tube bi;iii;X situated a few senrmeiits 
behind the anus. Souii after their forma, tioii tlie liliiid ends of the 
segmental tuh(;s come in contact with, and open into the segmental 
duct, and each of them liecomes divided into four parts. These are 
(1) a section carrying the peritoneal opening, known a.s the peri- 
toneal funnel, (2j a dilated vesicle into which this opens, (:i) a 
Coiled tuliiilus proceeding from (2), and terminating in (4) a wider por- 
tiiiTi opening into the segmental duct. At the same time, or shortly 
before tlii.s, each segmental duct unites with and opens into one of 

^ In my orif'inal acRoiint of the development I held these tiihes to be inva^ninitiDUs 
of tVic; poritonoal npithelium. Sedgwick (Ko. 549) was led to dniilit tliu antuirfify of my 
nri<,nii:il stfitioruint from liis investigations on the chick; niul from a re I'xamiirritioii 
[if my siM iumeiiH he arrived at the results stated above, and which I am now iiiyHelf 
inclined to adopt. 



Fid. S80. Siii tiun tiiioo'cij 
THE TIICNK OKA Sl Yl.LIl M (OIIIKYO 
SLIOUTIA' YOl'NCKH THAN ‘2S I- . 

siiinal canal; IT. nyIiUb 
matter of spinal cord; j)r. poste- 
rior nerve-roots ; i‘h. notochord; 
.r. sab-notochordal rod; r/o. aorta; 
//</>. musclo-platc; mp'. iiim.o' btyer 
of muscle-plate already coiiverleil 
into mu.'iclps ; I'r. ludinient of 
vertebral body ; segmental 
tube; s(l. .si-ginental duct; 
spiral valve ; c. siibintestiiial vein; 
p.o. primitive .ei'iiiTative i*ells. 
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the horns of the cloaca, and also retires from its primitive position 
between the epiblast and mesoblast, and assumes a position close to 
the epithelium lining the body cavity (fig. 380, sd). The general fea- 
tures of the excretory organs at this period are diagrammatically re- 
presented in the woodcut (fig. 387). In this fig. pd is the segmental 
duct and o its abdominal opening ; s.t points to the segmental tubes, 
the finer details of whose structure are not represented in the diagram. 
The mesonephros thus forms at this period an elongated gland com- 
posed of a series of isolated coiled tubes, one extremity of each of 
which opens into the body cavity, and the other into the segmental 
duct, which forms the only duct of the system, and communicates at 
its front end with the bo»iy cavity, and behind with the cloaca. 

The next imporlaut change concerns the segmental duct, which 
becomes longitvidinally split into two complete ducts in the female, 
and one complete duct and parts of a second duct in the male. The 
manner in which this takes place is diagrammatically represented in 
fig. 387 bv the clear line rr, and in transverse section in figs. 388 and 389. 
The resulting ducts are (1) the Wolffian duct or mesonephric duct 
(wd\ dorsally, which remains continuous with the excretory tubules 
of the mesonephros, and ventrally (2) the oviduct or Mullerian duct in 
the female, and the rudiments of this duct in the male. In the 



Fig. 387 . Diaoium of iiie primitive conj>ition op tue kidney in an 
Elasmobr.\nch embryo. 

pd, segmental duct. It opens at o into the body cavity and at its other extremity 
into the cloaca; x. line along wJiich the division appears which separates the segmental 
duct into the Wolffian duct above and the Mullerian duct below ; a.t. segmental tubes. 
They open at one end into the body cavity, and at the other into the segmental duct. 

female the formation of these ducts takes place (fig. 389) by a nearly 
solid rod of cells being gradually split off from the ventral side of all 
but the foremost part of the original segmental duct. This nearly 
solid cord is the Mullerian duct {od). A very small portion of the 
lumen of the original segmental duct is perhaps continued into it, 
but in any case it very soon acquires a wide lumen (fig. 389 A). The 
anterior part of the segmental duct is not divided, but remains con- 
tinuous with the Mullerian duct, of which its anterior pore forms the 
permanent peritoneal opening' (fig. 387). The remainder of the seg- 

^ Five or six segmental tubes belong to the region of the undivided anterior part 
of the segmental duct, which forms the front end of the Mullerian duct; but they ap- 
pear to atrophy very early, without acquiring a definite attachment to the segmental 
duct. 
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iiH'ntfil iluft (after tlie loss of its anterior section, and the part split 
off from its vi'iitral side) forms the Wolffian duct. The process of 


forniMtion of these ducts in the male differs frtjm that in the female 
cliietly in the fiict of the anterior undivideil part of the .segmental 
duct, which fonns the front end of the Miillerian duct, being shorter, 
and in tlie column of cedis with which it is continuous being from 
the first incoiuplf'te. 

The .segmental tubes of tin* mesonephros undergo furtlier im- 
portant changes. The vesicle at tlie termination of (*:udi peri- 
toneal funm 1 sends a l)ud t’orward.s towanls the ineei ding tuhuhis, 


Fin, 880 . DiAftitiMMAi'ii: uki'uksj x- 

TATIi>N OF A TltAN.SVKKSK SFiTinX l)F A 

SL'Ycrami ii^iiiHVn ij.ij s i UATi.vii thk fiij;- 
MATIfCV nr THF IAN AM) MCLCKIIIAN 

1)C«;t.s u\ Tin: i.nNtirri Ki nal si'i.ittimi of 
THE .SEUMEN rAL HC( T. 

vir. iJiciliillMiv filiijil; Mj). uuisrli!- 
platc; (■//. iiDtoi'lifM'il ; (tu. jii.)it;i; cnr. 
cnrdinnl viin; .s/, sc'^Miifiital IuIji*. On 
the left Hide ihf; si itiiui piisses thimieh 
tlip openiiit; of a .se^^meiitnl tube iiih» the 
body cavity. On the this o])iiilnt; 

is repre.seut( il liy dotted lineH, and the 
opening nf ilie se^nnental tube into the 
Wolffian din t Jia.s been cut through; u\d. 
AVolffiaii diif t: m.d. Miillerian duet. The 
KPction is taken through the point where 
tliu segmental duel and Wolffian duct 
liave jii.st become sejiaiate; /yr. tlie ger- 
minal li Igi^ witli till- thickened germinal 
epitlipliuin ; I. liver; /. intestine with 
spiral valve. 


Fir.. 80 !h Foioi Hr.rTioNS 

THllDl lOI Tlir, ANTIliniili 1*AUT 
iiF Till-: si;iinF,N’i'Ai. Drrr i»f a 
F/MAI.E KMiniVI) OF SSl'YIJ.H'M 
I’ANirUl.A. 

The tigure nhewB how the 
f-egniental duet becomes split 
into thi‘ Wnlffian or ineso- 
nephiic duct above, and Miil- 
leriun duct or oviduct bidow. 

M'ft. Wnlffian or inrso- 
luqdiric duel ; ud. Miillui ian 
iliirt or oviduct ; ,'ffh scgincn- 
tai duct. 
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which joins the fonith section of it close to the o|jcnin;L^ into the 
Wolfifirin liuct (tig. 31)0 p.v). The reinairnler of the vesicle becomes 
converted into a Maljiighian 
body (inr/). By the first t)f* 
til ese cliiinges a tube is estsih- 
lished connecting each pair of 
segments of the rnesfinepiiros, 
and though tiiis tube is in part 
aborterl (or mily represented by 
a fibrous band) in the anterior 
part of the exoietory organs in 
the adult, and most proliably in 
the hinder part, yet it seems 
almost certain that the second- 
ary and tertiary Malpighian 
bodies of the majority of seg- 
ments are developed from its 
persisting blind end. Each of 
these secondary and tertiary 
Malpighian bodies is connected 
with a convoluted tiibnlus (fig. 

31)1 r/ my), which is also deve- 
lop(‘d from the tulie connecting 
each pair of segmental tubes, 
and therefore falls into the primary tiibulus close to its junction 
with the segmental duct. Owing to the fonnatioii of the accessory 
tubuli the segments of the mesonephros acquire a compound cha- 
racter. 

The third section of each tubulus becomes by continuous growth, 
especially in the hinder segments, very bulky and convoluted. 


Flli. 31)0. IjIlNMOTUDIXAr VEUTIUAL RKC- 
TioN Tiiiiouiiir i-AK'i' nr the .HEsnNKPiinnH of 
AX KMiiiiYi) or Si:\iiLrr:\r. 

The figure contains two oxampleH of the 
hiirlfliug of tho vcBielt* of a sc^^menfcal tubo 
(whicli forma a Malpighian bmly in its own 
Hegment) to unite with the tubulus in the 
preceding Hegment close 1o its opening into 
the Wolrtiau (iiieKonephrie) duct. 

f/p. epithelium of body-cavity; «f. peri- 
toneal funiipl of segmental tui)c with its 
peritoneal oi)t‘iiing; vtrf. Malpighian body; 
j).r. bud from Malpighian body uniting with 
preceding segment. 


Fin. 3H1. TiniEK sEiiMExrs of the antkriuii pai:t or nii; :\irsi)XErHBos or a 

NEAHLY IllPE EMDltYO OF SCVJ.LIIIM OAMCULA AS A TllANseAltKN L OllJEl T. 

The figure shews a fibrous l)aHil passing from the piimarv to the secoiiihiiy ]Mal- 
pigbiiin Viodies in two segments, wdiich is the remains of tlu* oiOgi ow th from the piiiiiiiiy 
Malpighian hoily. 

.sf.rj. jteritoneal fiinuel ; poor/, primary Malpighian body; a.iiitf. aci-esRorv Mai 
])ighiaii body; nwt. iiiesonepliric (Wollhaii) durl. 
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The general character of a slightly developed segment of the 
mesonephros at its full growth may be gathered from fig. 391. It 
commences with (1) a peritoneal opening, somewhat oval in form 
{sto) and leading directly into (2) a narrow tube, the segmental tube, 
which takes a more or le<s oblique course backwards, and, passing 
superficially to the Wolffian duct {wd), opens into (3) a Malpighian 
body {p-'ifiig) at the anterior extremity of an isolated coil of glandular 
tubuli. This coil forms the third section of each segment, and 
starts from the Malpighian body. It consists of a considerable 
number of rather definite convolutions, and after uniting with tubuli 
from one, two, or more (according to the size of the segment) acces- 
sory Malpighian bodies (a,mg) smaller than the one into whicli the 
segmental ttibe falls, eventually opens by (4) a narrowish collecting 
tube into the Wolffian duct at the posterior end of the segment. 
Each segment is probably completely isolated from the adjoining 
segments, and never has more than one peritoneal funnel and one 
communication with the Wolffian duct. 

Up to this time there has been no distinction between the 
anterior and posterior tubuli of the mesonephros, which alike open 
into the Wolffian duct. The collecting tubes of a considerable num- 
ber of the hindermost tubuli (ten or eleven in Scylliiim canicula), 
either in some species elongate, overlap, and eventually open by 
apertures (not usually so numerous as the separate tubes), on nearly 
the same level, into the hindermost section of the Wolffian duct in 
the female, or into the urinogenital cloaca, formed by the coalesced 
terminal parts of the Wolffian ducts, in the male ; or in other species 
become modified, by a peculiar process of splitting from the Wolffian 
duct, so as to pour their secretion into a single duct on each side, 
which opens in a position corresponding with the numerous ducts 
of the other species (fig. 392). In both cases the modified posterior 
kidney-segments are probably ecpnvalent to the permanent kidney 
or metanephros of the amniotic Vertebrates, and for this reason the 
numerous collecting tubes or single collecting tube, as the case may 
be, will be spoken of as ureters. The anterior tubuli of the primitive 
excretory organ retain their early relation to the Wolffian duct, and 
form the permanent Wolffian body or mesonephros. 

The originally separate terminal extremities of the Wolffian ducts 
always coalesce, and form a urinal cloaca, opening by a single aper- 
ture, situated at the extremity of the median papilla behind the anus. 
Some of the peritoneal openings of the segmental tubes in Scylliurn, 
or in other cases all the openings, become obliterated. 

In the male the anterior segmental tubes undergo remarkable 
modifications, and become connected with the testes. B^^inches 
appear to grow from the first three or four or more of them (though 
probably not from their peritoneal openings), which pass to the base 
Df the testis, and there uniting into a longitudinal canal, form a 
network, and receive the secretion of the testicular ampullae (fig. 
393, nt). These ducts, the vasa efferentia, carry the semen to the 
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WolfSan body, but before opening into the tubuli of this body they 
unite into a canal known as the longitudinal canal of the Wolffian body 
{l.c)t from which pass off ducts equal in number to the vasa efferentia, 
each of which normally ends in a Malpighian corpuscle. From the 
Malpighian corpuscles so connected there spring the convoluted tubuli, 
forming the generative segments of the Wolffian body, along which 
the semen is conveyed to the Wolffian duct (v.d). The Wolffian duct 
itself becomes much contorted and acts as vas deferens. 



Fig. 392 . Diagram of thr arrangement op the urinogenital organs 
IN an adult female Elasmobranch. 

m.d. Mullerian duct; w.d, Wolftian duct; s.t. segmental tubes; five of them are 
represented with openings into the body cavity, the posterior segmental tubes form 
the mesonephros ; ov. ovary. 


Figs. 392 and 393 are diagrammatic representations of the 
chief constituents of the adult urinogenital organs in the two 
sexes. In the adult female (fig. 392), there are present the following 
parts : 

(1) The oviduct or Mullerian duct {m.d) split off from the 
segmental duct of the kidneys. Each oviduct opens at its anterior 
extremity into the body-cavity, and behind the two oviducts have 
independent communications with the general cloaca. 



Fig. 393 . Diagram op the arrangement of the urinogenital organs 
IN AN adult male ElASMOBRANCH. 

m.d. rudiment of Mullerian duct; w.d. Wolffian duct, marked vd in front and 
serving as vas deferens; s.t. segmental tubes; two of them are represented with open- 
ings into the body cavity; d, ureter; t. testis; nt. canal at the base of the testis; 
VE. vasa efferentia; Ic. longitudinal canal of the Wolffian body. 
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(2) The mesonephric ducts {w,d), the other product of the seg* 
mental ducts of the kidneys. They end in front by becoming con- 
tinuous with the tubulus of the anterior persisting segment of the 
mesonephros on each side, and unite behind to open by a common 
papilla into the cloaca. The mesonephric duct receives the secretion 
of the anterior tubuli of the primitive mesonephros. 

(3) The ureter which carries oS tlie secretion of the kidney 
proper or metanephros. It is represented in my diagram in its most 
rare and differentiated conditicn as a single duct connected with the 
posterior segmental tubes. 

(4) The segmental tubes (s.t) some of which retain their original 
openings into the body cavity, and others are without them. They 
are divided into two groups, an anterior forming the mesonephros or 
WolflSan body, which pours its secretion into the Wolffian duct ; and 
a posterior group forming a gland which is probably equivalent to 
the kidney proper of aniniotic Craniata, and is connected with the 
ureter. 

In the male the following parts are present (fig. 393) : 

(1) The Mullerian duct (in.d), consisting of a small rudiment 
attached to the liver, representing the foremost end of the oviduct of 
the female. 

(2) The mesonephric duct {w.d) which precisely corresponds to 
the mesonephric duct of the female, but, in addition to serving as the 
duct of the Wolffian body, also acts as a vas deferens (vd). In the 
adult male its foremost part has a very tortuous course. 

(3) The ureter (rf), which has the same fundamental constitution 
as in the female. 

(4) The segmental tubes {s,t). The posterior tubes have the 
same arrangement in both sexes, but in the male modifications take 
place in connection with the anterior tubes to fit them to act as 
transporters of the semen. 

Connected with the anterior tubes there are present (1) the vasa 
efferentia ( VE), united on the one hand with (2j the central canal in 
the base of the testis {nt), and on the other with the longitudinal 
canal of the Wolffian body (fc). From the latter are seen passing off 
the successive tubuli of the anterior segments of the Wolffian bodv, 
in connection with which Malpighian bodies are typically present, 
though not represented in my diagram. 

Apart from the absence of the pronephros the points which deserve 
notice in the Elasrnobranch excretory system are (Ij The splitting of 
the segmental duct into Wolffian (mesonephric) and Mullerian ducts. 
(2) The connection of the former with the mesonephros, and of the 
latter with the abdominal opening of the segmental duct which 
represents the pronephros of other types. (3) The fact that the 
Mullerian duct serves as oviduct, and the Wolffian duct as vas 
deferens. (4) The differentiation of a posterior section of the meso- 
nephros into a special gland foreshadowing the metanephros of the 
Amniota. 
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Cyclostomata. The development of the excretory system amongst 
the Uyclostomata has only been studied in Petromyzon (Muller, 
Furbringer, and Scott). 

The first part of the system developed is the segmental duct. It 
appears in the embryo of about 14 days (Scott) as a solid cord of cells, 
differentiated from the somatic mesoblast near the dorsal end of the 
body cavity. This cord is at first placed immediately below the 
epi blast, and grows backwards by a continuous process of differen- 
tiation of fresh mesoblast cells. It soon acquires a lumen, and 
joins the cloacal section of the alimentary tract before the close of 
foetal life. Before this communication is established, the front end 
of the duct sends a process towards the body cavity, the blind end of 
which acquires a ciliated opening into the latter. A series of about 
four or five successively formed outgrowths from the duct, one behind 
the other, give rise to as many ciliated funnels opening into the body 
cavity, and each communicating by a more or less elongated tube with 
the segmental duct. These funnels, which have a inetameric arrange 
ment, constitute the pronephros, the whole of which is situated in the 
pericardial region of the body cavity. 

On the inner side of the peritoneal openings of each pronephros 
there is formed a vascular glomerulus, projecting into the body- 
cavity, and covered by peritoneal epithelium. For a considerable 
period the pronephros constitutes the sole functional part of the 
excretory system. 

A mesonephros is formed (Furbringer) relatively late in larval life, 
as a segmentally arranged series of solid cords, derived from the peri- 
toneal epithelium. These cords constitute the rudiments of the 
segmental tubes. They arc present for a considerable portion of the 
body cavity, extending backwards from a point shortly behind the 
pronephros. They soon separate from the peritoneal epithelium, 
become hollowed out into canals, and join the segmental duct. At 
their blind extremity (that originally connected with the peritoneal 
epithelium) a Malpighian body is formed. 

The pronephros is only a provisional excretory organ, the atrophy 
of which commences during larval life, and is nearly completed when 
the Ammoemte has reached 180 mm. in length. Further changes 
take place in connection with the excretory system on the con- 
version of the Ammocoete into the adult. 

The segmental ducts in the adult fall into a common urinogenital 
cloaca, which opens on a papilla behind tiie anus. This cloaca also 
communicates by two apertures (abdominal pores) with the body 
cavity. The generative products are carried into the cloaca by these 
pores; so that their transportation outwards is not performed by 
any part of the primitive urinary system. The urinogenital cloaca 
is formed by the separation of the portion of the primitive cloaca 
containing the openings of the segmental ducts from that connected 
with the alimentary tract. 

The mesonephros of the Ammococte undergoes at the rneta- 
B. K II. 37 
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morphosis complete atrophy, and is physiologically replaced by a 
posterior series of segmental tubes, opening into the hindermost 
portion of the segmental duct (Schneider). 


In Myxine the excretory system consists ( I ) of a highly developed pro- 
nephros with a bunch of ciliated peritoneal funnels opening into the peii- 
cardial section of the body cavity. The coiled and branched tubes of which 
the pronephros is composed open on the ventral side of the anterior portion 
of the segmental duct, which in tdd individuals is cut off from the posterior 
section of the duct. On the doi*sal side of the poition of the segmental 
duct belonging to the pronephros there are present a small number of 
diverticula, terminating in glomeruli : they are probably to be regarded as 
anterior segmental tubes. (2) Of a mesonephros, which commences a 
considerable distance behind the pronephros, and is formed of straight 
extremely simple segmental tubes oj>ening into the segmental duct (fig. 385). 

The excretory system of Myxine clearly 



retains the charactei*s of the system as it 
exists in the larva of Petrofiiyzon. 

Teleostei. In most Teleostei the 



Fio. 8&4. Portions or thr 
MESONEPHROS OF Myxine. (From 
Gegenbaur; after J. Muller.) 

a. segmental duct ; 6. segmen- 
tal tube; c. glomerulus; d, afferent, 
e, efferent artery. 

B represents a portion of A 
highly magnified. 


pronephros and mes^onephros coexist 
through life, and their products are 
carried off by a duct, the nature of 
which is somewhat doubtful, but which 
is probably homologous with the meso- 
nephric duct of other types. 

The system commences in the em- 
bryo (Rosenberg, Oellacher, Gotte, 
Fiirbringer) with the formation of a 
groove-like fold of the somatic layer 
of peritoneal epithelium, which becomes 
gradually constricted into a canal ; the 
process of constriction commencing in 
tlie middle and extending in both di- 
rections. The canal does not however 
close anteriorly, but remains open to 
the bo<ly cavity, thus giving rise to a 
funnel equivalent to the pronephric 
funnels of Petromyzon and Myxine. On 
the inner side of this funnel there is 
formed a glomerulus, pi ejecting into the 
body cavity ; and at the same time tliat 
this is being formed tlie anterior end 
of the canal becomes elongated and 
convoluted. The above structures con- 
stitute a pronephros, while the pos- 
terior part of the primitive canal forms 
the segmental duct. 

The portion of the body cavity with 
the glomerulus ami peritoneal funnel 
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of the pronephros (fig. 395,^0) soon becomes completely isolated from 
the remainder, so as to form a closed cavity {gl). The development 




pr n 



Fig. 305 . Section theouoh the ekonephboe of a Trout and adjaci^nt parts 
TEN days before HATCHING. 

pr. 71 . pronephros; po. opening of pronephros into the isolated portion of the 
body cavity containing the glomerulus; ///. glomerulus; ao. aorta; ch. notochord; 
X. subiiotochordal rod; al. alimentary tract. 


of the mesonephros does not take place till long after that of the pro- 
nephros. The segmental tubes which form it are stated by Furbringer 
to arise from solid ingrowths of peritoneal epithelium, developed 
successively from before backwards, but Sedgwick informs me that 
they arise as differentiations of the mesoblastic cells 7iea7' the peri- 
toneal epithelium. They soon become hollow, and unite with the 
segmental duct. Malpighian bodies are developed on their median 
portions. They grow very greatly in length, and become much con- 
voluted, but the details of this process have not been followed out. 

The foremost segmental tubes are situated close behind the pro- 
nephros, while the hindermost are in many cases developed in the 
postanal continuations of the body cavity. The pronephros appears 
to form the swollen cephalic portion of the kidney of the adult, and 
the mesonephros the remainder ; the so-called caudal portion, where 
present, being derived (?) from the postanal segmental tubes. 

In some cases the cephalic portion of the kidneys is alisent in the 
adult, which probably implies the atrophy of the pronephros ; in other 
instances the cephalic portion of the kidneys is the only part de- 
veloped. Its relation to the embryonic pronephros requires however 
further elucidation. 

In the adult the ducts in the lower part of the kidneys lie as 
a rule on their outer borders, and almost invariably open into a 
urinary bladder, which usually opens in its turn on the urinogenital 

37—2 
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papilla immediately behind the genital pore, but in a few instances 
there is a common urinogenital pore. 

In most Osseous Fish there are true generative ducts continuous 
with the investment of the generative organs. It appears to me 
most probable, from the analogy of Lepidosteus, to be described in 
the next section, that these ducts are split off from the primitive 
segmental duct, and correspond with the Mullerian ducts of Elasmo- 
branchii, etc. ; though on this point we have at present no positive 
embryological evidence [vide general considerations at the end of the 
Chapter). In the female Salmon and the male and female Eel the 
generative products are carried to the exterior by abdominal pores. 
It is possible that this may represent a primitive condition, though it 
is more probably a case of degeneration, as is indicated by the pre- 
sence of ducts in the male Salmon and in forms nearly allied to the 
S^lmonidm. 

The coexistence of abdominal pores and generative ducts in 
Mormyrus appears to me to demonstrate that the generative ducts in 
Teleostei cannot be derived from the coalescence of the investment of 
the generative organs with the abdominal pores. 

GanoideL The true excretory gland of the adult Ganoidei resem- 
bles on the whole that of Tele- 
ostei, consisting of an elongated 
band on each side — the meso- 
nephros — an anterior dilatation 
of which probably represents the 
pronephros. 

There is in both sexes a 
Mullerian duct, provided, except 
in Lepidosteus, with an abdomi- 
nal funnel, which is however 
situated relatively very far back 
in the abdominal cavity. The 
Mullerian ducts appear to serve 
as generative canals in both sexes. 
In Lepidosteus they are contin- 
uous with the investment of the 
generative glands, and thus a re- 
lation between the generative ducts 
and glands, very similar to that in Teleostei, is brought about. 

Posteriorly the Mullerian duct« and the ducts of the mesonephros 
remain united. The common duct so formed on each side is clearly 
the primitive segmental duct. It receives the secretion of a certain 
number of the posterior mesonephric tubules, and usually unites 
with its fellow to form a kind of bladder, opening by a single pore 
into the cloaca, behind the anus. The duct which receives the 
secretion of the anterior mesonephric tubules is the true mesonephric 
or Wolffian duet. 

The development of the excretory system, which has been 



Fig. 396. Section thkough the trunk 
OF A Lepidosteus embryo on the sixth 

DAY AFTER IMPREGNATION. 

Ttic, medullary cord ; ms, mesoblast ; sg, 
segmental duct; ch, notochord; x, sub- 
notochordal rod ; hy, hypoblast. 
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partially worked out in Acipenser and Lepidosteus', is on the 
whole very similar to that in the Teleostei. The first portion of the 



Fio. 397. Tkansverse section throdoh the anterior part or an Acipenser 
EMBRYO. (After Sulcnsky.) 

Bf. medullary groove; Mp. medullary plate; TIV/. segmental duct ; notochord ; 
En, hypoblast; Sgp. mesoblastic somite ; Sp. parietal part of mesoblastic plate. 


system to be formed is the segmental duct. In Lepidosteus this duct 
is formed as a groove-like invagination of the somatic peritoneal 
epithelium, precisely as in Teleostei, and shortly afterwards forms a 
duct lying between the mesoblast and the epiblast (fig. 396, .s*^). In 
Acipenser (Salensky) however it is formed as a solid ridge of the 
somatic mesoblast, as in Petromyzon and Elasrnobranchii (fig. 397, 
Wg). 

In both forms the ducts unite behind with the cloaca, and a pro- 
nephros of the Teleostean type appears to be developed. This gland is 
provided with but one'^ peritoneal opening, which together with the 
glomerulus belonging to it becomes encapsuled in a special section of 
the body cavity. The opening of the pronephros of Acipenser into 
this cavity is shewn in fig, 398, pr./t. At this early stage of Acipenser 
(larva of 5 mm.) I could find no glomerulus. 

The mesonephros is formed some distance behind, and some time 
after the pronephros, both in Acipenser and Lepidosteus, so that in 
the larvae of both these genera the pronephros is for a considerable 
period the only excretory organ. In Lepidosteus especially the 
development of the mesonephros occurs very late. 

The development of the mesonephros has not been worked out in 
Lepidosteus, but in Acipenser the anterior segmental tubes become 
first established as (I believe) solid cords of cells, attached at one 
extremity to the peritoneal epitlielium on each side of the insertion 
of the mesentery, and extending upwards and outwards round the 
segmental duct^ The posterior segmental tubes arise later than the 
anterior, and (as far as can be determined from the sections in my 
possession) they are formed independently of the peritoneal epithe- 
lium, on the dorsal side of the segmental duct. 


^ Acipenser has been investigated by Ftirbringer, Salensky, Sedgwick, and also by 
myself, and Lepidosteus by W. N. Parker and myself. 

2 I have not fully proved this point, but have never found more than one opening. 
Whether the segmental tubes are formed as ingrowths of the peritoneal epithelium, 
or in. >iitUy could not be determined. 
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Ill Ititer siau^ns (larvae of 7 — 10 miii.) tlie aiiteiioi' .somineiital 
tubes gradually lose their attai'liinent to the peritoneal epitlieliuin. 
The extremity near the peritoneal epithelium forms a Malpighian 
body, avid the other end unites with the segmental duct. At a still 
later stage wide ])eritoneal funnels are established, for at any rate a 
eonsiflerable number of tlie tubes, leailing from the liody cavity 
to the Malpighian bodies. These funnels have been noticed by 
FUrbringer, Salensky and myself, but their mode of development 
has not, so far as I know, been made out. The funnels appear to be 
no longer present in the adult. The development of the Mullerian 
ducts has not been worked out. 


Dipnoi. "fliM exuretnry system of the Dipnoi is only known in tln^ 

arlult, but though in some re- 
spects intoriiiediate in character 
between that of tlie flaiioiilei 
and Amphibia, it resemhle.s that 
of the Ganoidei in the important 
feature of the Mullerian ducts 
Berving as genital ducts in both 
sexes. 

Amphibia. In Amphibia 
(Gbtte, FUrbringer) the de- 
velopment of the excretory 
system commences, as in Tele- 
ostei, by the formation of the 
segmental duct from a groove 
formed by a fold of the somatic 
layer of the peritoneal epithe- 
lium, near the dorsal border of 
the body cavity (fig. 300, n). 
The anterior end of tiie groove 
is placed immL'diately behind 
the branchial region. Its pos- 
terior part soon becomes con- 
verted into a canal by a con- 
striction which commences a 
short way from the front end 
of the groove, and thence ex- 
tends hack war d.s. This canal 
at first ends blindly close to 
the cloaca, into which however 
it soon opens. 

The anterior open part of the groove in front of the constriction 
(fig. 31)f), 7i) becomes rlitteren tinted into a longitudinal duct, which 
remains in open communicMtion with the body cavity by two (many 
Urodela) three (many Anura) or four (Omeiliid-Le) eaiuils. This cuu- 
Uitutes the dorsal part of the pronephros. The ventral part of tlie 



Fin. I3!)S. Thanhversf, sEcrinN TmiounH 

_..E REniON OF THE MTtJMAITI OF A LAKVA OF 

Acipenseh 5 MM. IN lemh ii. 

St. epithelium of .stoiiuieh; yk. yolk; rh. 
notochord, below which iw a .subnotoclionhil 
rod; pr.n. pronephros; rro. aorta; mp. inu.‘<elt*- 
plate formed of larf^e cells, the outer part.s of 
whicli are dilTerentiated into contractile fibres; 
sj).c. Spinal cord; h.c. body cavity. 
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gliiiid is forijiud from tho section of the duct immediately behiml the 
Jongitiidirial canal. This part grows in length, and, assuming an 
S-shapcd CLirvatnre, becomes placed on 
the ventral side of the first formed part 
of tlie pronephros. By continuous growth 
in alimiteil spar e tlie convolutions of the 
canal of the pronephros become more nu- 
merous, and the complexity of the gland 
is further increased by the outgrowth of 
blindly ending diverticula. 

At the root of the mesentery, opposite 
the peritoneal openings of the pronephros, 
a longitudinal fold, lined by peritoneal epi- 
thelium, and attached by a narrow band 
of tissue, makes its appearance. It soon 
become.s highly vascular, and constitutes 
a glomerulus homologous with that in 
Petromyzon and Teleostei. 

The section of the body cavity which 
contains the openings of the pronephros and 
the glomerulus, becomes dilated, and then 
temporarily shut off from the remainder. 

At a later peri()d it. forms a special thoiijfh xnAN«v..:«sE he.;- 

not completely isolated compartment For tion THnoumi \ vkuy ydi xh 
a long time the pronephros and its duct tadpole of Bomutxaj mi at tih, 
torn, the on^ excretory organs of larval “ 

Ampliibia. Kveutually however the form- „ f„,,j j,, c.ntimi- 

atioii of the mesonephros commences, ons with tUc .lunsal fin; iV. 
and is followed by the atiophy of the nemal cor. 1 ; m. lateral musde; 

1 rpi 1 • ft-t*. outer layer ot muBcle-plate: 

pronophrns. llie niC.SOUCplirOS is com- litoral plate of meHohlast; 

[)o.scd, as in other types, id a series ot h. meaentery; ?/. □i 5 en end of 

segmental tubes, but these, except in Cm- segmental duut, whiuh 

■ 1 1 I • I forms the pronephros ; /. 

ciliid®, no longer correspond in number ^iijnentary tract; /'. ventral 

with the my oto I nes, but are in all instances diverticulum which heroines 

more Munierous. Moi eover, in the pos- the liver ; r. junction of yolk 
, . A i* J.1 1 • obUh Hnd hypoblast cells; d. 

tenor part ot the mesonephros m the 

Urodeles, and through the whole length 

of the gland in other types, secondary and tertiary segmental tubes 
are formed in addition to the primary tubes. 

The develojirnent of the meson epliro.s conimences in Sidamandra (Fiir- 
hi iiigcr) with tlie foi iiiation of a series of solid cords, wliieli in the nuterior 
inyotoines spring from tin* pi*ritoiieal <^|iitlieliiim on tlie inner side of the 
segmental duet, hul. posterlorhf ariae hwJp.pvkidvtdhj \yf cplfhAinni, in fJn‘ 
adpniihnf nivnuhlnsi. JSiMlgwiek informs me that in tlie Frog tin; segmental 
tiibe.s are tliroiigliout di’veli)])ed in the inesoblast, imlepenileiitly of the 
fioritoneiil epirlndiiim. Tlnvse cords next become detached from the jieri- 
tnneal I'pilhelium (in so far as they are ])rimitivf*ly nnited to it), anil after 
first assuming a vesieuhir form, grow out inlii eoilnl tubes, with a inediau 


LEVEL OP THE ANTKIUOU END OF 
THE YOLK-BACK. (After (liitte.) 

a. fold of BjMbla.st cinitinii- 
ons with tlio dorsal fin ; u*. 

neural cord; ra. lateral muscle; 
ft-f*. outer layer of muscle-plate; 
H. lateral plate of mesohlast; 
h. mesentery; ?/. oiien end of 


cells Hnd hypoblast cells ; d. 
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limb the blind end of which assists in forming a Malpighian body, and a 
lateral limb which comes in contact with and opens into the segmental 
duct, and an intermediate portion connecting the two. At the junction 
of the median with the intermediate portion, and therefore at the neck of 
the Malpighian body, a canal grows out in a ventral direction, which meets 
the peritoneal epithelium, and then develops a funnel-shaped opening into 
the body cavity, which subsequently becomes ciliated. In this way the 
peritoneal funnels which are present in the adult are established. 

The median and lateral sections of the segmental tubes become highly 
convoluted, and the separate tubes soon come into such close proximity 
that their primitive distinctness is lost. 

The first fully developed segmental tube is formed in Salamandra 
macuhita in about the sixth myotome behind the pronephros. But in the 
region between the two structures rudimentary segmental tubes are de- 
veloped. 

The number of primary segmental tubes in the separate myotomes of 
Salamandra is as follows : 


In the 6th myotome (i.e. the first with a tnie 

segmental tube) ..... 1 — 2 

„ 7th — 10th myotome .... 2 — 3 

,, llth ...... 3 — 4 

12 th 3 — 4 or 4 


segmental tubes 


,, 13th 
„ 13th — 16th 


. 4-~-5 
. 5^6 


99 99 

99 » 


It thus appears that the segmental tubes are not only more numerous 
than the myotomes, but that the number in each myotome increases from 
before backwards. In the case of Salamandra there are formed in the 
region of the posterior (10 — 16) myotomes secondary, tei tiary, etc. segmental 
tubes out of independent solid cords, which arise in the mesoblast dorsally 
to the tubes already established. 

The secondary segmental tubes appear to develop out of these cords 
exactly in the same way as the primary ones, except that they do not join 
the segmental duct directly, but unite with the primary segmental tubes 
shortly before the junction of the latter with the sc^gmental duct. In this 
way compound segmental tubes are established with a common collecting 
tube, but with numerous Malpighian bodies and ciliated peritoneal open- 
ings. The difference in the mode of origin of these compound tubes and ‘ 
of those in Eiasmobraiichii is very striking. 

The later stages in the development of the segmental tubes have not 
been studied in the other Amphibian types. 

In CoDciliidm the earliest stages are not known, but the tubes pre- 
sent in the adult (Spengel) a truly segmental an*angement. and in the 
young each of them is single, and provided with only a single peritoneal 
funnel. In the adult however many of the segmental organs become 
compound, and may have as many a.s twenty funnels, etc. Both simple 
and corai)ound segmental tubes occur in all parts of the mesone])hros, and 
are arranged in no definite order. 

In the Anura (Spengel) all the segmental tubes are compound, and an 
enormous number of peritoneal funnels are present on the ventral surface, 
but it has not yet been definitely determined into what part of the seg- 
mental tulies they open. 
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Before dealing with the further changes of the Wolffian body it is 
necessary to return to the segmental duct, which, at the time when 
the pronef)hr(»s is undergoing atrophy, becomes split into a dorsal 
Wolffian and vential Mullerian duct. The process in Salamandra 
(Furbringer) has much the same character as in Elasmobranchii, the 
Miillerian duct being formed by the gradual separation, from before 
backwards, of a solid row of cells from the ventral side of the seg- 
mental duct, the remainder of the duct constituting the Wolffian 
duct. During the formation of the Mullerian duct its anterior 
part becomes hollow, and attaching itself in front to the peritoneal 
epithelium acquires an opening into the body cavity. The process of 
h )llowing is continued backwards pari passu with the splitting of the 
segmental duct. In the female the process is continued till the 
Mullerian duct opens, close to the Wolffian duct, into the cloaca. In the 
male the duct usually ends blindly. It is important to notice that 
the abdominal opening of the Miillerian duct in the Amphibia 
(Salamandra) is a formation independent of the pronephros, and 
placed slightly behind it ; and that the undivided anterior part of the 
segmental duct (with the pronephros) is not, as in Elasmobranchii, 
united with the Mullerian duct, but I’emains connected with the 
Wolffian duct. 

The development of the Miillerian duet has not been satisfactorily 
studied in other forms besides Salamandra. In (^ceciliidae its abdominal 
o])ening is on a level with the anterior end of the Wolffian body. Id other 
forms it is usually placed very far torwards, close to the root of the lungs 
(exce[)t in Proteus and Batraehoseps, where it is place‘d somewhat further 
back), and some distance in front of the Wolffian body. 

The Mullerian duct is always well developed in the female, and serves 
as oviduct. In the male it does not ((;xcept i)ossibly in Alytes) assist 
in the transportation of the genital products, and is always more or less 
rudimentary, and in Ariura may be completely absent. 

After the formation of the Mullerian duct, the Wolffian duct 
remains as the excretory channel for the Wolffian body, and, till the 
atrophy of the pronephros, hir this gland also. Its anterior section, 
in front of the Wolffian body, undergoes a more or less complete 
atrophy. 

The further changes of the excretory system concern iT) the junction 
in the male of the anterior part of the Wolffian body with the testis; 
(2) certain changes in the collecting tubes of the posterior part of 
the mesonephros. The first of these processes results in the division 
of the Wolffian body into a sexual and a non-sexual part, and in 
Salamandra and other Urodeles the division corresponds with the dis- 
tribution of the simple and compound segmental tubes. 

Since the development of the canals connecting the testes with 
the sexual part of the Wolffian body has not been in all points 
satisfactorily elucidated, it will be convenient to commence with a 
description of the adult arrangement of the parts (fig, 400 B). In 
most instances a non s('gmontal system of canals — the vasa efferentia 
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(ve ) — comiug from the testis, fall into a canal known as the longitudinal 
canal of the Wolflfian body, from which there pass off transverse canals, 
which fall into, and are equal in number to, the primary Malpighian 
bodies of the sexual part of the gland. The spermatozoa, brought 
to the Malpighian bodies, are thence transported along the segmental 
tubes to the Wolffian duct, and so to the exterior. The system of 
canals connecting the testis with the Malpighian bodies is known as 
the testicular network. The number of segmental tubes connected 
with the testis varies very greatly. In Siredon there are as many as 
from 30 — 32 (Spengel). 

The longitudinal canal of the Wolffian body is in rare instances (Spe- 
lerpes, etc.) absent, where the sexual part of the Wolffian body is sliglitly 
developeih In the Uroclela the testes are tiniied with the anterior part of 
the Wolffian body. In the Coeciliidie the junction takes place in an homo- 
logous part of the Wolffian body, but, owing to the development of the an- 
terior segmental tubes, which are rudimentary in the Urodela, it is situated 
some way behind the front end. Amongst the Anura the connection of 
the testis with the tubules of the Wolffian body is subject to considerable 
vaiiatioiis. In Bnfo cinereus the normal Urodele type is preserved, and 
in Bombinator the same arrangement is found in a rudimentary condition, 
in that there are transverse trunks from the longitudinal canal of the 
Wolffian body, which end blindly, while the semen is carried into the 
Wolffian duct by canals in front of the Wolffian body. In Alytes and 
Discoglossiis the semen is carried away by a similar direct continuation of 
the longitudinal canal in front of the Wolffian body, but there are no 
rudimentary transverse canals passing into the WollKan body, as in Bombi- 
nator. In Hana the transverse ducts which i)ass off from the longitudinal 
canal of the Wolffian body, after dilating to form (]) rudimentary Mal- 
pighian bodies, enter directly into the collecting tubes near their opening 
into the Wolffian duct. 

In most Urodeles the peritoneal openings connected with the primary 
generative Malpighian bodies atrophy, but in Spelerpes they [>ersist. In 
the Coeciliidse they also remain in the adult state. 

With reference to the development of these parts little is known 
except that the testicular network grows out from the primary Mal- 
pighian bodies, and becomes united with the testis. Embryological 
evidence, as well as the fact of the persistence of the peritoneal funnels 
[)f the generative region in the adults of some forms, proves that the 
testicular network is not developed from tlie peritoneal funnels. 

Rudiments of the testicular network are found in the female Coeoiliidse 
ind in the females of many Urodela (Salaniandra, Triton). These rudi- 
tnents may in their fullest development consist of a longitudinal canal and 
r)f transverse canals passing from this to tlie Malpighian bodies, together 
with some branches passing into the mesovariurn. 

Amongst the Urodela the collecting tubes of the hinder non -sexual 
[)art of the Wolffian body, which probably represents a rudimentary meta- 
rjephros, undergo in the male sex a change similar to that which they 
usually undergo in Elasmobranchii. Their points of junction with the 
Wolffian duct are carried back to the hindermost end of the duct (tig. 
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400 B), and the collecting tubes themselves unite together into one or 
more short ducts (ureters) before joining the Wolffian duct. 

In Batrachoseps only the first collecting tube becomes split off in 
this way; and it forms a single elongated ureter which receives all the 
collecting tubes of the posterior segmental tubes. In the female and in 
the male of Proteus, Menobranchus, and Siren the collecting tubes retain 
their primitive transverse course and open laterally into the Wolffian duct. 
In rare cases (Elli])soglossus, S'pemjel) the ureters open directly into the 
cloaca. 


The urinary bladder of the Amphibia is an outgrowth of the 
ventral wall of the cloacal section of the alimentary tract, and is 
homologous with the allantois of the 


amniotic Vertebrata. 

The subjoined diagram (fig. 400) of 
the urogenital system of Triton illus- 
trates the more important points of the 
preceding description. 

In the female (A) the following parts 
are present : 

(1) The Mullerian duct or oviduct 
(o(i) derived from the splitting of the 
segmental duct. 

(2) The Wolffian duct [sug] con- 
stituting the portion of the segmental 
duct left after the formation of the 
Mullerian duct. 

(3) The mesonephros (r), divided into 
an anterior sexual part connected with 
a rudimentary testicular network, and a 
posterior part. The collecting tubes 
from both parts fall transversely into 
the Wolffian duct. 

(4) The ovary [ov). 

(0) The rudimentary testicular net- 
work. 

In the male (B) the following parts 
are present : 

(1) The functionless though fairly 
developed Mullerian duct (m). 

(2) The Wolffian duct {sng). 

(3) The mesonephros (r) divided 
into a true sexual part, through the 
segmental tubes of which the semen 
passes, and a non-sexual part. The 
collecting tubes of the latter do not 
enter the Wolffian duct directly, but 
bend obliquely backwards and only fall 



Fid. 400. Diagram of the 

UBINOGENITAL SYSTEM OF TrITON. 

(From Uegeiibaur; after Spengel.) 
A. Female. B. Male. 

?*. mesonephros, on the surface 
of which numerous peritoneal fun- 
nels are visible; mg. mesonephric 
or Wolffian duct; od. oviduct 
(Mullerian duct) ; m. Mullerian 
duct of male; ve. vasa efferentia 
of testis ; t. testis ; ov. ovary ; up. 
urinogenital pore. 



588 


AMNIOTA. 


into it close to its cloacal aperture, after uniting to form one or two 
p.imary tubes (ureters) 

(4) 'rhe testicular network (ve) consisting of (1) transverse ducts 
from the testes, falling into (2) the longitudinal canal of the Wolffian 
body, from which (3) transverse canals are again given off to the 
Malpighian bodies. 

Amniota. The amniotic Vertebrata agree, so far as is known, 
very closely amongst themselves in the formation of the urinogenital 
system. 

The most characteristic feature of the system is the full de- 
velopment of a metanephros, which constitutes the functional kidney 
on the atrophy of the mesonephros or Wolffian body, which is a 
purely embryonic organ. The first pa^t of the system to develop is 
a duct, which is usually spoken of as the Wolffian duct, but which is 
really the homologue of the segmental duct. It apparently develops 
in all the Amniota nearly on the Elasmobranch typo, as a solid rod, 
primarily derived from the somatic mesoblast of the intermediate 
cell mass (fig. 401 W.d)\ 

The first tnice of it is visible in an embryo Chick with eight 
somites, as a ridge projecting from the intermediate cell mass to- 
wards the epiblast in the region of the seventh somite. In the 
course of further development it continues to constitute such a ridge 
as far as the eleventh somite (Sedgwick), but from this point it grows 
backwards in the space between the epiblast and mesoblast. In an 
embryo with fourteen somites a small lumen has appeared in its 
middle part and in front it is connected with rudimentary Wolffian 
tubules, which develop in continuity with it (Sedgwick). In the 
succeeding stages the lumen of the duct gradually extends backwards 
and forwards, and the duct itself also passes inwards relatively to the 
epiblast (fig. 402,. Its hind end elongates till it comes into con- 
nection with, and opens into, the cloacal section of the hind-gut®. 

It might have been anticipated that, as in the lower types, the 
anterior end of the segrnentul duct would either open into the body 
cavity, or come into connection with a pronephros. Neither of these 
occurrences take place, though in some types (the Fowl) a structure, 
which is probably the rudiment of a pronephros, is developed ; it 
does not however appear till a later stage, and is then unconnected 
with the segmental duct. The next part of the system to appear is 
the mesonephros or Wolffian body. 

This is formed in all Amniota as a series of segmental tubes, 
which in Lacertiliai Braun) correspond with the myotomes, but in Birds 
and Mammalia are more numerous. 

^ Dansky and Kostenitsch (No. 543) describe the WoliBan duct in the Chick as 
developing from a groove opening to the peritoneal cavity, which subsequently becomes 
constricted into a duct. I have never met with specimens such as those figured by 
these authors. 

^ The foremost extremity of the segmental duct presents, according to Gasser, 
curious irregularities aud an anterior completely isolated portion is often present. 
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In Reptilia (Braun, No. 542 ), the mesoiiepiirii! tubes develop as seg- 
mentally-arranged masses on the inner side of the Wolffian duct, and 


Me, 



Fig. 401 . Transversk section through the dorsal region of an 
EMBRYO Chick of 45 hours. 

M.c. medullary canal; F.v, mcsoblastic somite; W.d. Wolffian duct which is in 
contact with the intermediate cell mass; So, sornatopleure ; splanchnoiileure ; 
p.p. pleuroperitoneal cavity; ch. notochord; op, boundary of area opaca; v. blood- 
vessel. 

appear to be at first united witli the peritoneal epithelium. Each mass soon 
becomes an oval vesicle, probably opening for a very short period into the 
peritoneal cavity by a peritoneal funnel. The vesicles become very early 
detached from the ])eritoneal epithelium, and lateral outgrowths from tliem 
give rise to the main parts of the segmental tubes, which soon unite with 
the segmental duct. 

In Birds the development of the segmental tubes is more complicated’. 

The tubules of the Wolffian body are derived from the intermediate 
cell mass, shewn in fig. 401, between the upper end of the body cavity 
and the muscle-plate. In the Chick the mode of develoimient of this 
mass into the segmental tubules is different in the regions in front of and 
behind about the sixteenth segment. In front of about the sixteenth seg- 
ment the intermediate cell mass becomes detached from the peritoneal 
epithelium at certain ])oints, remaining attached to it at other points, 
there being several such to each segment. The parts of the intermediate 
cell mass attached to the peritoneal epithelium become converted into 
S-shaped cords (fig. 402, st) which soon unite with the segmental duct {wd). 
Into the commencement of each of these cords the lumen of the body 
cavity is for a short distance prolonged, so that this part constitutes a 

1 Correct figures of the early stages of these structures were first given by 
Kolliker, but the correct interpretation of them, and the first satisfactory account of 
the development of the excretory organs of Birds was given by Sedgwick (No. 549). 
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rudimentary peritoneal funnel. In the Duck the attachment of the inter- 
mediate cell mass to the peritoneal epithelium is prolonged further back 
than in the Chick. 

In the foremost segmental tubes, which never reach a very complete 
development, the peritoneal funnels widen considerably, while at the same 
time they acquire a distinct lumen. The section of the tube adjoining 
the wide peritoneal funnel becomes partially invagiiiated by the formation 
of a glomerulus, and this glomerulus soon grows to such, an extent as to 
project through the peritoneal funnel, the neck of which it completely 
tills, into the body cavity (fig. 403, gl). There is thus formed a series of 
free peritoneal glomeruli belonging to the anterior Wolffian tubuli These 
tubuli become however early aborted. 

In the case of the remaining tubules develo[)ed from the S-shaped cords 
the attachment to the peritoneal epithelium is very soon lost. The cords 
acquire a lumen, and open into the segmental duct. Their blind extremi- 
ties constitute the rudiments of Malpighian bodies. 

In the posterior part of the Wolffian body of the Chick the inter- 
merliate cell mass becomes very early detached from the peritoneal e])i- 
thelium, and at a considerably later period breaks up into oval vesicles 


sp c 



Fig. 402 . Transverse section through the trunk of a Duck embryo with 

ABOUT twenty-four MESOBLASTIC SOMITES. 
am, amnion; so. somatopleure ; sp. splanchnopleure ; wd. Wolffian duct; st. seg- 
mental tube; ca.v. cardinal vein; m.s. muscle-plate; «p.//. spinal ganglion ; sp.c. spinal 
cord; ch. notochord; ao. aorta; hy. hypoblast. 

1 These external glomeruli were originally mistaken by me (No. 530) for the 
glomerulus of the pronephros, from their resemblance to the glomerulus of the 
Amphibian pronephros. Their true meaning was made out by Sedgwick (No. 550). 
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Hirnilar to those of the llcjitilia, which forjii the iiulinieiits ot the segmental 
tubes. 

•Secniitlaiy and tertiary segmental tubules are formed in the Chick, on 


the dorsal side of the, [niinary tulniles, 
as direct diHV*rentiations of the nieso- 
blast. They open independently into 
the Wolffian duet. 

Jn Manimalia the segmental bnVmles 
(Egli) a, re formed as sidid masses in the 
same situation as in llirds and Reptiles. 
It is not known wln*lher they are united 
with tlie peritoneal epithelium. They 
soon become oval vesicles, whicli de- 
velop into complete tubules in the 
manner already iiuliLated. 

After the establislihu'nt of the. 
Wrdifiaii body there is formed in 
both sexes in all tlie Ainniota a 
duct, which in the fianale becomes 
the oviduct, but which is fiinction- 



Firs. 4011 . SiM Tinx Tiiiinuoii thk 
I'. xiKKNAr. ^^L^)Ml:uu^a^s ar om-: of tiik 
xWTianoK si':tiMKN’r.\i. Tiiiti:s of an km- 
IIJIYO (lllICK OF AOOllT 11)0 H. 


less and disatnn-ars im.re or less com- !>'■ i fl';- perHoneal epi- 

pletely in the male. I his dnr^t, in aorta; ?;n'. mesentery. The segmental 
spite of certain peculiarities in its tube, anil the connection between Lliu 
development, is without doubt ho- ^^tciind mnl internal parts of the plu- 
1 ^ -xi TIC II ■ 1 . mcnilus ai’G not shewn 111 tins ngure. 

niologoiis with the Mullonnn duct 

of the Ichthyopsida. In connection with its anterior extremity cer- 
tain structures have been found in the Fowl, which are probably, 
on grounds to bo hereafter stated, homologous witli the pronephros 
(Balfour and Sedgwick). 

The pronepliros, as I shall call it, consists of a slightly con- 
voluted longitiulinal canal wiidi three or more })eritoneal openings 
In the earliest condition, it consists of tliiei* successive open in- 



Fir;. 401 . Sectidnk siiicwinu two of tiu’ rEiuTDNEAi, invahiv ationh \vim;n r;ivi; 
IIISE TO THE AN I’Ellinn I’AUr OF TIIK MuELElilAN lil I'T ( IMION EMIROS) . (After liallolir 
and Sedgwick.) 

A is the 11th Hoctioii of tin* .si-rii s. 
n ,, IfjtU 

C ,, ISth ,, ,, 

rjr2. spcniiil groove ; j/r third groove; r2, sccoad ridge; i/ rf. AVolflian duct. 




592 


AMNIOTA 


volutions of the peritoneal epithelium, connected together by more 
or less well-defined ridge-like thickenings of the epithelium. It 
takes its origin from the layer of thickened peritoneal epithelium 
situated near the dorsal angle of the body cavity, and is situated 
some considerable distance behind the front end of the Wolffian 
duct. 

In a slightly later stage the ridges connecting the grooves be- 
come partially constricted off from the peritoneal epithelium, and 
develop a lumen. The condition of the structure at this stage 
is illustrated by fig. 40 representing three transverse sections 
through two grooves, and through the ridge connecting them. 

The pronephros may in fact now be described as a slightly con- 
voluted duct, opening into the body cavity by three groove like 
apertures, and continuous behind with the rudiment of the true 
Mullerian duct. 

The stage just described is that of the fullest development 
of the pronephros. In it, as in all the previous stages, there appear 
to be only three main openings into the body cavity ; but in some 
sections there are indications of the possible presence of one or two 
additional rudimentary grooves. 

In an embryo not very much older than the one last described 
the pronephros atrophies as such, its two posterior openings vanishing, 
and its anterior opening remaining as the permanent opening of the 
Mullerian duct. 

The pronephros is an extremely transitory structure, and its 
development and atrophy are completed between the 90th and 120th 
hours of incubation. 

The position of the pronephros in relation to the Wolffian body 
is shewn in fig. 405, which probably passes through a region between 
two of the peritoneal openings. As long as the pronephros persists, 
the Miillerian duct consists merely of a very small rudiment, con- 
tinuous with the hindermost of the three peritoneal openings, and 
its solid extremity appears to unite with the walls of the Wolffian 
duct. 

After the atrophy of the pronephros, the Mullerian duct com- 
mences to grow rapidly, and for the first part of its course it 
appears to be split off as a solid rod from the outer or ventral wall 
of the Wolffian duct (fig. 406). Into this rod the lumen, present in 
its front part, subsequently extends. Its mode of development in 
front is thus precisely similar to that of the Miillerian duct in 
Elasmobranchh and Amphibia. 

This mode of development only occurs however in the anterior 
part of the duct. In the posterior part of its course its growing point 
lies in a bay formed by the outer walls of the Wolffian duct, but 
does not become definitely attached to that duct. It seems however 
possible that, although not actually split off from the walls of 
the Wolffian duct, it may grow backwards from cells derived from 
that duct. 
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Th(3 Mullerian iluct liiially n^ac^hos tlio cloaca tliougli it does not 
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Fio. 405. Skction of tifk Wolffian body DEVRLoFiNci ioionkioiror ani> 
GENITAL GLAND OK THH Forimi DAY. (After Waldoyer.) Maj^nilied ICO times. 

7». mesentery; L. somatopleure; a'. 2wrtion of the gei'rninal epitlieliiim from wliicdi 
he involution (z) to form the pronejihros (anterior part of Mhllerian duet) takes place; 
i. thickened jjortion of the germinal eijithelium iu which the jirimilive germinal cells 
7 and o are lying; K. modified raesoblast which will form the stroma of the ovary ; 
47v. Wolffian body; y. Wolffian duct. 

n the female for a long time open into it, and in the innle ne\ ei- 

loes so. 



h'lG. too. Two SFCTIONS SIIFWING TITF JUNCTION OF TUK T K1«M INAI. SOLID POUTlON 

oe THE Mulleuian Ducr with the Wolffian duct. (After IkUfour and Sedgwick.) 

In A tlio terminal portion of the duct is (juite distinct; in F* it has united witli tlte 
vails of Uie WuHluin duct. 

mil. MiilKTian duct ; ITti. Wolllian duct. 
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The mode of growth of the .Mii]le«A«»ji^ in the posterior part of its 

course will best .be understood from the following description quoted from 
the paper by Sedgwick and myself. 

A few sections before its termination the Mdllerian duct appelftrs as a 
well-defined oval duct lying in contact with the wall of the Wolffian duct 
on the one hand and the germinal epithelium on the other. Giudually, 
however, as wo pass backwards, the Mullerian duct dilates; the externsl 
wall of the Wolffian duct adjoining it becomes greatly thickened and 
pushed in in its middle part, so as almost to touch the opposite wall of the 
duct, and so form a bay in which the Mullerian duct lies. As soon as the 
Mullerian duct has come to lie in this bay its walls lose* their previous 
distinctness of outline, and the cells composing them assume a curious 
vacuolated appearance. No well-defined line of separation can any longer 
be tmced between the walls of the Wolffian duct and those of the Mullerian, 
but between the two is a narrow clear space traveled by an irregular net- 
work of fibres, in some of the meshes of which nuclei are present. 

The Mullerian duct may be traced in this condition for a considerable 
number of sections, the ])eculiar features above described becoming more 
and more marked as its termination is approached. It continues to dilate 
and attains a maximum size in the section or so before it disappears. A 
lumen may be ob'<erved in it up to its very end, but is usually irregular in 
outline and frequently traversed by strands of protoplasm. The Mullerian 
duct finally terminates quite suddenly, and in the section immediately 
behind its termination the Wolffian duct assumes its normal a{)pearance, 
and the part of its outer wall on the level of the Mullerian duct comes into 
contact with the germinal epithelium.” 

Before describing the development of the Mullerian duct in other 
Amniotic types it will be well to say a few words as to the identifications 
above adopted. The identification of the duct, usually called the Wolffian 
duct, with the segmental duct (exclusive of the pronephros) appears to be 
morphologically justified for the following reasons: (1) that it gives rise 
to part of the Mullerian duct as well as to the duct of the Wolffian body ; 
behaving in this respect precisely as does the segmental duct of Elasmo- 
branchii and Amphibia. (2) That it serves as the duct for the Wolffian 
body, before the Mullerian duct originates from it. (3) That it develops 
in a manner strikingly similar to that of the segmental duct of various lower 
forms. 

With reference to the pronephros it is obvious that the organ identi- 
fied as such is in many respects similar to the pronephro.s of the Am- 
phibia. Both consist of a somewhat convoluted longitudinal canal, with a 
cert^^in number of peritoneal openings ; 

The main difficulties in the homology are : 

(1) the fact that the pronephros in the Bird is not united with the 
segmental duct ; 

(2) the fact that it is situated behind the front end of the Wolffian body. 

It in to be remembered in connection with the first of these difficulties 

that in the formation of the Mullerian duct in Elasmobranchii the anterior 
undivided extremity of the primitive segmental duct, with the peritoneal 
opening, which probably i-epresents the pronephros, is attached to the 
Mullerian duct, and not to the Wolffian duct; though in Amphibia the re- 
verse is the case. To explain the discontinuity of the pronephros with the 
segmental duct it is only necessary to suppose that the segmental duct and 
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pronephros, which in the Ichthyopsida develop as a single formation, 
develop in the Bird as two independent structures — a far from extravagant 
supposition, considering that the pronephros in the Bird is undoubtedly 
quite functionless. 

With reference to the posterior position of the pronephros it is only 
necessary to remark that a change in position might easily take place after 
the acquirement of an independent development, and that the shifting is pro- 
bably correlated with a shifting of the aMominal opening of the Miillerian 
duct. 

The pronephros has only been observed in Birds, and is very possibly 
not developed in other Amniota. The Mullerian duct is also usually 
stated to develop as a groove of the peritoneal epithelium, shewn in the 
Lizard in fig. 354, md,y which is continued backward as a primitively 
solid rod in the space between the Wolffian duct and peritoneal 
epithelium, without becoming attached to the Wolffian duct. 

On the formation of the Mullerian duct, the duct of the meso- 
nephros becomes the true mesonephric or Wolffian duct. 

After these changes have taken place a new organ of great 
importance makes its appearance. This organ is the permanent 
kidney, or metanephros. 

Metanephros. The mode of development of the metanephros 
has as yet only been satisfactorily elucidated in the Chick (Sedgwick, 
No, S49). The ureter and the collecting tubes of the kidney are 
developed from a dorsal outgrowth of the hinder part of the Wolffian 
duct. The outgrowth from the Wolffian duct grows forwards, and 
extends along the outer side of a mass of mcsoblastic tissue which 
lies mainly behind, but somewhat overlaps the dorsal aspect of the 
Wolffian body. 

This mass of mesoblastic cells may be called the metanephric 
blastema. Sedgwick, of the accuracy of whose account I have 
satisfied myself, has shewn that in the Chick it is derived from 
the intermediate cell mass of the region of about the thirty-first 
to the thirty-fourth somite. It is at first continuous with, and 
indistinguishable in structure from, the portion of the intermediate 
cell mass of the region immediately in front of it, which breaks up 
into Wolffian tubules. The metanephric blastema remains however 
quite passive during the formation of the Wolffian tubules in the 
adjoining blastema; and on the formation of the ureter breaks off* 
from the Wolffian body in front, and, growing forwards and dorsal- 
wards, places itself on the inner side of the ureter in the position 
just described. 

In the subsequent development of the kidney collecting tubes 
grow out from the ureter, and become continuous with masses of 
cells of the metanephric blastema, which then differentiate them- 
selves into the kidney tubules. 

The process just described appears to me to prove that the kidney 
of the Amniota is a specially differentiated posterior section of the 
primitive mesonephros. 


38—2 
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According to the view of Reinak and Kolliker the outgrowths from the 
ureter give rise to the whole of the tubuli uriniferi and the capsules of 
the Malpighian bodies, the mesoblast around them forming blood-vessels, 
etc. On the other hand some observers (Kupffer, Bornhaupt, Braun) main- 
tain, in accordance with the account given above, that the outgrowths of 
the ureter form only the collecting tubes, and that the secreting tul)uli, etc. 
are formed in situ in the adjacent mesoblast. 

Braun (No. 542) has arrived at the conclusion that in the Lacertilia the 
tissue, out of wliicli the tubuli of the metanephros are formed, is derived 
from irregular solid ingrowths of the peritoneal epithelium, in a region behind 
the Wolfiian body, but in a position corresponding to that in which the 
segmental tubes take their origin. These ingrowths, after separating 
from the peritoneal epithelium, unite together to form a cord into which 
the ureter sends the lateral outgrowths already described. These out- 
growths unite with secreting tubuli and Malpighian bodies, formed in situ^ 
In Lacertilia the blastema <»f the kidney extends into a postanal region. 
Braun’s account of the origin of the metanephric blastema does not appear 
to me to be satisfactorily demonstrated. 

The ureter does not long remain attached to the Wolffian duct, 
but its opening is gradually carried back, till (in the Chick between 
the 6th and 8th day) it opens independently into the cloaca. 

Of the further changes in the excretory system the most im- 
portant is the atrophy of the greater part of the Wolffian body, and 
the conversion of the Wolffian duct in the male sex into the vas 
deferens, as in Amphibia and the lillasmobranohii. 

The mode of connection of tlie testis with the Wolffian duct is 
very remarkable, but may be derived from the primitive arrange- 
ment characteristic of Elasmobranchii and Amphibia. 

In the structures connecting the testis with the Wolffian body 
two parts have to be distinguished, (1) that equivalent to the 
testicular network of the lower types, (2) that derived from the 
segmental tubes. The former is probably to be found in peculiar 
outgrowths from the Malinghian bodies at the base of the teates. 

These were first discovered by Braun in Reptilia, and consist in 
this group of a series of outgrowths from the primary (?J Malpighian 
bodies along the base of the testis : they unite to form an interrupted 
cord in the substance of the testis, from which the testicular tubuli 
(with the exception of the seminiferous cells) are subsequently differ- 
entiated. These outgrowths, with the exception of the first two or 
three, become detached from the Malpighian bodies. Outgrowths 
similar to thoae in the male arc found in the female, but subsequently 
, atrophy. 

Outgrowths homologous with those found by Braun have been 
detected by myself (No. 555) in Mammals. It is not certain to what 
parts of the testicular tubuli they give rise, but they probably form 
at any rate the vasa recta and rete vasculosum. 

In Mammals tliey also occur in the female, and give rise to cords 
of tissue in the ovary, which may persist through life. 

The comparison of the tubuli, formed out of these structures, with 
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the Elasmobranch and Amphibian testicular network is justified in 
that buth originate as outgrowths from tlie primary Malpighian 
bodies, and thence extend into the testis, and come into connection 
with the true seminiferous stroma. 

As in the lower types the semen is transported from the testicular 
network to the Wolffian duct by parts of the glandular tubes of the 
Wolffian body. In the case of Reptilia the anterior two or three seg- 
mental tubes in the region of the testis probably have this function. 
In the case of Mammalia the vasa effereritia, i.e. the coni vasculosi, 
appear, according to the usually accepted view, to be of this nature, 
though Banks and other investigators believe that they are inde- 
pendently developed structures. Further investigations on this point 
are required. In Birds a connection l)etween the Wolffian body 
and the testis appears to be established as in the other types. The 
Wolffian duct itself becomes, in the ‘males of all Amniota., the vas 
deferens and the convoluted caiial of the epididymis — the latter 
structure (except the head) being entirely derived from the Wolffian 
duct. 

In the female the Wolffian duet atrophies more or less com- 
pletely. 

In Snakes (Braun) the posterior part remains as a fiiuctionless canal, 
commencing at the ovary, and opening into the cloaca. In the Gecko 
(Braun) it remains as a small canal joining the ureter ; in Blind worms a 
considerable i)art of the canal is left, and in Lacerta (Braun) only inter- 
rupted portions. 

In Mammalia the middle part of the duct, known as Gaertner’s canal, 
persists in the females of some monkeys, of the pig and of many rumi- 
nants. 

The Wolffian body atrophies nearly completely in both sexes ; 
though, as described above, part of it opposite the testis persists as 
the head of the epididymis. The posterior part of the gland from 
the level of the testis may be called the sexual part of the gland, 
the anterior part forming the non-sex ual part. The latter, i.e. the 
anterior part, is first absorbed; and in some Reptilia the posterior 
part, extending from the region of the genital glands to the per- 
manent kidney, persists till into the second year. 

Various remnants of the Wolffian body are found in the adults of both 
sexes in different types. The most constant of them is perhaps the part 
in the female equivalent to the head of the epididymis and to parts 
also of the coiled tube of the epididymis, which may be called, with Wal- 
deyer, the epoophoron’. This is found in Reptiles, Birds and Mammals ; 
though in a very rudimentary form in the first-named group. Remnants 
of the anterior non-sexual part of the Wolffian bodies have been called by 
Waldeyer parepididymis in the male, and paroophoron in the female. Such 
i-emnants are not (Braun) found in Reptilia, but are stated to be found 
in both male and female Birds, as a small organ consisting of blindly 
ending tubes with yellow pigment. In some male Mammals (including 


^ . This is also called parovarium (His), and llosenmuller’s organ. 
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Man) a parepididymis is found on the upper side of the testis. It is 
usually known as the organ of Giraldes. 

The Mullerian duct forms, as has been stated, the oviduct in the 
female. The two ducts originally open independently into the cloaca, 
but in the Mammalia a subsequent modification of this arrangement 
occurs, which is dealt with in a separate section. In Birds the right 
oviduct atrophies, a vestige being sometimes left. In the male the 
Mullerian ducts atrophy more or less completely. 

In most Reptiles and in Birds the atrophy of the Mullerian ducts is com- 
plete in the male, but in Lacerta and Anguis a rudiment of the anterior 
part has been detected by Ley dig as a convoluted canal. In the Rabbit 
(Kblliker)* and probably other Mammals the whole of the ducts probably 
disappears, but in some Mammals, Man, the lower fused ends of the 
Mullerian ducts give rise to a pocket opening into the urethra, known as 
the uterus masculinus ; and in other cases, e.g, the Beaver and the Ass, the 
rudiments are more considerable, and may be continued into horns homolo- 
gous with the horns of the uterus (Weber). 

The hydatid of Morgani in the male is supposed (Waldeyer) to repre- 
sent the abdominal opening of the Pullopian tube in the female, and there- 
fore to be a remnant of the Mullerian duct. 

Changes in the lower parts of the urinogenital ducts in the Amniota. 

The genital cord. In the Monodelphia the lower part of the 
Wolffian ducts becomes enveloped in both sexes in a special cord of 
tissue, known as the genital cord (fig. 407, gc), within the lower part 
of which the Mullerian ducts are also enclosed. In the male the 
Mullerian ducts in this cord atrophy, except at their distal end where 
they unite to form the uterus masculinus. The Wolffian ducts, after 
becoming the vasa deferentia, remain for some time enclosed in the 
common cord, but afterwards separate from each other. The seminal 
vesicles are outgrowths of the vasa deferentia. 

In the female the Wolffian ducts within the genital cord atrophy, 
though rudiments of them are for a long time visible or even per- 
manently persistent. The lower parts of the Mullerian ducts unite to 
form the vagina and body of the uterus. The junction commences 
in the middle and extends forwards and backwards ; the stage with a 
median junction being retained permanently in Marsupials. 

The winogenital sinus and external generative organs. In all 
the Amniota, there open at first into the common cloaca the ali- 
mentary canal dorsally, the allantois ventrally, and the Wolffian and 
Mullerian ducts and ureters laterally. In Reptilia and Aves the 
embrj’onic condition is retained. In both groups the allantois serves 
as an embryonic urinary bladder, but while it atrophies in Aves, its 
stalk dilates to form a permanent urinary bladder in Reptilia. In 

^ Weber (No. 553) states that a uterus masculinus is present in the Babbit, but 
bis account is by no means satisfactory, and its presence is distinctly denied by 
KoJIiker. 
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Mammalia the dorsal part of the cloaca with the alimentary tract be- 
comes tirst of all partially constricted off from the ventral, which then 
forms a urinogenital sinus (fig. 

407, ug). In the course of de- xa 


velopment the urinogenital sinus 
liecomes, in all Mammalia but 
the Ornithodelphia, completely 
separated from the intestinal 
cloaca, and the two parts obtain 
separate external openings. The 
ureters (fig. 407, 3) open higher 
up than the other ducts into the 
stalk of the allantois which di- 
lates to form the bladder (4). The 
stalk connecting the bladder with 
the ventral wall of the body con- 
stitutes the urachus, and loses its 
lumen before the close of em- 
bryonic life. The part of the 
stalk of the allantois below the 
openings of the ureters narrows 
to form the urethra, which opens 
together with the Wolffian and 
Mullerian ducts into the urino- 



genital cloaca. 

In front of the urinogenital 
cloaca there is formed a genital 
prominence (fig. 407, cp), with a 
groove continued from the uri- 
nogenital opening ; and on each 
side a genital fold {Is). In the 
male the sides of the groove 
on the prominence coalesce to- 
gether, embracing between them 
the opening of the urinogenital 
cloaca; and the prominence itself 
gives rise to the penis, along 
which the common urinogenital 


Fig. 407. Diagram of the urinogeni- 

TAL ORGANS OP A MaMMAL AT AN EARLY STAGE. 

(After Allen Thomson; from Quain’s Ana- 
tomy,) 

The parts are seen chiefly in profile, 
but the Mullerian and Wolflian ducts are 
seen from the front. 

3. ureter; 4. urinary bladder; 5. ura> 
chus; ot. genital ridge (ovary or testis); 
W. left Wolffian body; x, part at apex from 
which coni vasculosi are afterwards de- 
veloped; %o. Wolffian duct. m. Mullerian 
duct ; yc. genital cord consisting of Wolffian 
and Mullerian ducts bound up in a common 
sheath; i. rectum; ug. urinogenital sinus; 
cp. elevation which becomes the clitoris or 
penis; Is. ridge from which the labia ma- 
jora or scrotum are developed. 


passage is continued. The two 

genital folds unite from behind forwards to form the scrotum. 

In the female the groove on the genital prominence gradually 
disappears, and the prominence remains as the clitoris, which is 
therefore the homologue of the penis: the two genital folds form 


the labia majora. The urethra and vagina open independently into 
the common urinogenital sinus. 
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General conclusions and Summary. 

FronephroSt Sedgwick has pointed out that the pronephros is 
always present in types with a larval development, and either absent 
or imperfectly developed in those types which undergo the greater 
pait of their development within the egg. Thus it is practically 
absent in the embryos of Elasmobrancnii and the Amniota, but 
present in the larva? of all other forms. 

This coincidence, on the principles already laid down in a previous 
chapter on larval forms, affords a strong presumption that the prone- 
phros is an ancestral organ ; and, coupled with the fact that it is 
the first part of the execretory system to be developed, and often the 
sole excretory organ for a consiaerable period, points to the conclu- 
sion that the pronephros and its duct — the segmental duct — are the 
most primitive parts of the Vertebrate excretory system. This con- 
clusion coincides with that arrived at by Gegenbaur and Furbringer. 

The duct of the pronephros is always developed prior to the gland, 
and there are two types according to which its development may 
take place. It may either be formed by the closing in, of a con- 
tinuous groove of the somatic peritoneal epithelium (Amphibia, 
Teleostei, Lepidosteus), or as a solid knob or rod of cells derived from 
the somatic mesoblast, which grows backvrards between the epiblast 
and the mesoblast (Petromyzoii, Elasmobranchii, and the Amniota). 

It is quite certain that the second of these processes is not a true 
record of the evolution of the duct, and though it is more possible 
that the process observable in Amphibia and the Teleostei may afford 
some indications of the manner in which the duct was established, 
this cannot be regarded as by any means certain. 

The mode of development of the pronephros itself is apparently 
partly dependent on that of its duct. In Petromyzon, where the 
duct does not at first communicate with the body cavity, the prone- 
phros is formed as a series of outgrowths from the duct, which meet 
the peritoneal epithelium and open into the body cavity ; but in 
other instances it is derived from the anterior open end of the groove 
which gives rise to the segmental duct. The open end of this groove 
may cither remain single (Teleostei, Ganoidei) or be divided into two, 
three or more apertures (Amphibia). The main part of the gland in 
either case is formed by convolutions of the tube connected with the 
peritoneal funnel or funnels. The peri toneaT funnels of the prone- 
phros appear to be segmentally arranged. 

The pronephros is distinguished from the mesonephros by develop- 
mental as well as structural features. The most important of the 
former is the fact that the glandular tubules of which it is formed are 
always outgrowths of the segmental duct ; while in the mesonephros 
they are always or almost always' formed independently of the duct. 

^ According to Sedgwick some of the anterior segmental tubes of Aves form an 
exception to the general rule that there is no outgrowth from the segmental or metane- 
pbric duct to meet the segmental tubes. 
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The chief structural peculiarity of the pronephros is the absence 
from it of Malpighian bodies with the same relations as those in the 
meso- and metanephros ; unless the structures found in Myxine are 
to be regarded as such. Functionally the place of such Malpighian 
bodies is taken by the vascular peritoneal ridge spoken of in the 
previous pages as the gloinenilus. 

That this body is really related functionally to the pronephros api:)ears 
to be indicated (1) by its constant occurrence with the pronephros and its 
position opposite the peritoneal openings of this body ; (2) by its atrophy 
at the same time as the pronephros ; (3) by its enclosure together with 
the pronephridian stoma in a special compartment of the body cavity in 
Teleostei and Ganoids, and its partial enclosure in such a compartment in 
Amphibia. 

The pronephros atrophies more or less completely in most types, 
though it probably persists for life in the Teleostei and Ganoids, and 
in some members of the former group it perhaps forms the sole adult 
organ of excretion. 

The cause of itsi atrophy may perhaps be related to the fact that it is 
situated in the pericardial region of the body cavity, the dorsal part of 
which is aborted on the formation of a closed pericardium ; and its preserva- 
tion in Teleostei and Ganoids may on this view be due to the fact that in 
these types its peritoneal funnel and its glomerulus are early isolated in a 
special cavity. 

Mesonephros. The mesonephros is in all instances composed of a 
series of tubules (segmental tubes) which are developed inde- 
pendently of the segmental duct. Each tubule is typically formed of 

(1) a peritoneal, funnel opening into (2) a Malpighian body, from 
which there proceeds (3) a coiled glandular tube, finally opening 
by (4) a collecting tube into the segmental duct, which constitutes 
the jyrimitive duct for the mesonephros as well as for the pronephros. 

The development of the mesonephridian tubules is subject to con- 
siderable variations. 

(1) They may be formed as differentiations of the intermediate 
cell mass, and be from the first provided with a lumen, opening into 
the body cavity, and directly derived from the section of the body- 
cavity present in the intermediate cell mass ; the peritoneal funnels 
often persisting for life.(Elasmobianchii). 

(2) They may be formed as solid cords either attached to or inde- 
pendent of the peritoneal epithelium, which after first becoming inde- 
pendent of the peritoneal epithelium subsequently send downwards 
a process, which unites with it and forms a peritoneal funnel, which 
may or may not persist (Acipenser, Amphibia). 

(3) They may be formed as in the last case, but acquire no 
secondary connection with the peritoneal epithelium (Teleostei, 
Amniota). In connection with the original attachment to the 
peritoneal epithelium, a true peritoneal funnel may however be 
developed (Aves, Lacertilia). 
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Physiological considerations appear to shew that of these three 
methods of development the first is the most primitive. Tlie deve- 
lopment of the tubes as solid cords can hardly be primary. 

A question which has to be answered in reference to the segmental 
tubes is that of the homology of the secondarily developed peritoneal open- 
ings of Amphibia, with the primary openings of the Elasmobranchii, It 
is on the one hand difficult to understand why, if the openings are homologous 
in the two types, the original peritoneal attachment should be obliterated 
in Amphibia, only to be shortly afterwards reacquired. On the other 
hand it is still more difficult to understand what physiological gain there 
could be, on the assumption of the non-homology of the openings, in the 
replacement of the primary opening by a secondary opening exactly similar 
to it. Considering the great variations in development which occur in 
undoubtedly homologous parts I incline to the view that the openings in 
the two types are homologous. 

In the majority of the lower Vertebrata the mesonephric tubes have 
at first a segmental arrangement, and this is no doubt the primitive 
condition. The coexistence of two, three, or more of them in a 
single segment in Amphibia, Aves and Mammalia has recently been 
sliewn, by an interesting discovery of Eisig, to have a parallel 
amongst Chactopods, in the coexistence of several segmental organs 
in a single segment in some of the Capitellidse. 

In connection with the segmental features of the mesonephros it is 
perhaps worth recalling the fact that in Elasmobranchii as well as 
other types there are traces of segmental tubes in some of the 
postanal segments. In the case of all the segmental tubes a Mal- 
pighian body becomes established close to the extremity of the tube 
adjoining the peritoneal opening, or in an homologous position in 
tubes without such an opening. The opposite extremity of the tube 
always becomes attached to the segmental duct. 

In many of the segments of the mesonephros, especially in the 
hinder ones, secondary and tertiary tubes become developed in 
certain types, which join the collecting canals of the primary tubes, 
and are provided, like the primary tubes, with Malpighian bodies at 
their blind extremities. 

There can it appears to me be little or no doubt that the 
secondary tubes in the different types are homodynamous if not 
homologous. Under these circumstances it is surprising to find in 
what different ways they take their origin. In Elasmobranchii a bud 
sprouts out from the Malpighian body of one segment, and joins the 
collecting tube of the preceding segment, and subsequently, becoming 
detached from the Malpighian body from which it sprouted, forms 
a fresh secondary Malpighian body at its blind extremity. Thus the 
secondary tubes of one segment are formed as buds from the segment 
behind. In Amphibia (Salamandra) and Aves the secondary tubes 
develop independently in the mesoblast. These great differences in 
development are important in reference to the homology of the meta- 
nepbros or permanent kidney, which is discussed below. 
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Before leaving the iDesone[)hros it may be worth while putting forward 
some hypothetical suggestions as to its origin and relation to the pro- 
nephros, leaving however the difficult questions as to the homology of the 
segmentel tubes with the segmental organs of Clisetopbds for subsequent 
discussion. 

It is a peculiarity in the development of the segmental tubes that they 
at first end blindly, though they subsequently grow till they meet the seg- 
mental duct with which they unite directly, without the latter sending 
out' any offshoot to meet them It is difficult to believe that peritoneal 
infundibula ending blindly and unprovided with some external orifice can 
have had an excretory function, and we are therefore rather driven to 
suppose that the peritoneal infundibula which become the segmental tubes 
were either from the first provided each with an orifice opening to the 
exterior, or were united with the segmental duct. If they were from the 
first provided with external openings we may suppose that they became 
secondarily attached to the duct of the pronephros (segmental duct), and 
then lost their external openings, no trace of these structures being left, 
even in the ontogeny of the system. It >«rould appear to me more probable 
that the pronephros, with its duct opening into the cloaca, was the only 
excretory organ of the unsegmented ancestors of the Chordata, and that, 
on the elongation of the trunk and its subsequent segmentation, a series 
of metameric segmental tubes became evolved opening into the segmental 
duct, each tube being in a sort of way serially homologous with the primi- 
tive pronephros. With the segmentation of the trunk the latter structure 
itself may have acquired the more or less definite metameric arrangement 
of its parts. 

Another possible view is that the segmental tubes may be modified 
deri\ates of posteiior lateral branches of the pronephros, which may at 
first have extended for the whole length of the body cavity. If tliere is 
any truth in this hypothesis it is necessary to suj)po.se that, when the un- 
segmented ancestor of the Chordata became segmented, the posterior 
branches of the primitive excretory organ became segmen tally arranged, 
and that, in accordance with the change thus gradually introduced in them, 
the time of their develoi)ment became deferred, so as to accord to a certain 
extent with the time of formation of the segments to which they belonged. 
The change in their mode of development whicli would be thereby intro- 
duced is certainly not greater than that which has taken place in the case 
of segmental tubes, which, having originally developed on the Elasmobranch 
type, have come to develop as they do in the posterior part of the mesone- 
phros of Salamandra, Birds, etc. 

Ofinital ducts. So far the origin and development of the excre- 
tory organs have been considered without reference to the modifications 
introduced by the excretory passages coming to serve as generative 
ducts. Such an unmodified state of the excretory organs is perhaps 
found permanently in Cyclostomata* and transitorily in the embryos 
of most forms. 

^ As mentioned in the note on p. 600 Sedgwick maintains that the anterior 
segmental tubes of the Chick form an exception to this general statement. 

> It is by no means certain that the transportation outwards of the genital products 
by the abdominal pores in the Cyclostomata may not be the result of degeneration. 
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At first the generative products seem to have been discharged 
freely into the body cavity, and transported to the exterior by the 
abdominal pores (vide p. 515). 

The secondary relations of the excretory ducts to the generative 
organs seem to have been introduced by an opening connected with 
the pronephridian extremity of the segmental duct having acquired 
the function of admitting the generative products into it, and of 
carrying them outwards ; so that primitively the segmental duct must 
have served as efferent duct both for the generative products and the 
pronephric secretion (just as the Wolffian duct still does for the testicu- 
lar products and secretion of the Wolffian body in Elasmobranchii 
and Amphibia). 

The opening by which the generative products entered the 
segmental duct can hardly have been specially developed for this 
purpose, but must almost certainly have been one of the peritoneal 
openings of the pronephros. As a consequence (by a process of 
natural selection) of the segmental duct having both a generative and 
a urinary function, a further differentiation took place, by which that 
duct became split into two — a ventral Mullerian duct and a dorsal 
Wolffian duct. 

The Mullerian duct was probably continuous with one or more 
of the abdominal openings of the pronephros which served as genera- 
tive pores. At first the segmental duct was probably split longi- 
tudinally into two equal portions, and this mode of splitting is 
exceptionally retained in some Elasmobranchii; but the generative 
function of the Mullerian duct gradually impressed itself more and 
more upon the embryonic development, so that, in the course of time, 
the Mullerian duct developed less and less at the expense of the 
Wolffian duct. This process appears partly to have taken place in 
Elasmobranchii, and still more in Amphibia, the Amphibia offering 
in this respect a less primitive condition than the Elasmobranchii; 
while in Aves it has been carried even further, and it seems pos- 
sible that in some Amniota the Mullerian and segmental ducts 
may actually develop independently, as they do exceptionally in 
individual specimens of Salarnandra (Fiirbringer). The abdominal 
opening no doubt also became specialise<l. At first it is quite possible 
that more than one pronephric abdominal funnel may have served 
for the entrance of the generative products; this function being, 
no doubt, eventually restricted to one of them. 

Three different types of development of the abdominal opening of 
the Mullerian duct have been observed. 

In Amphibia (Salarnandra) the permanent opening of the Mul- 
lerian duct is formed independently, some way behind the pronephros. 

In Elasmobranchii the original opening of the segmental duct 
forms the permanent opening of the Mullerian duct, and no true 
pronephros appears to be formed. 

In Birds the anterior of the three openings of the rudimentary 
pronephros remains as the permanent opening of the Mullerian duct. 
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These three inodes of development very probably represent 
specialisations of the primitive state along three different lines. In 
Amphibia the specialisation of the opening appears to have gone so 
far that it no longer has any relation to the pronephros. It was pro- 
bably originally one of the posterior openings of this gland. 

In Elasmobranchii, on the other hand, the functional opening 
is formed at a period when we should expect the pronephros to de- 
velop. This state is very possibly the result of a dilFereotiation by 
which the pronephros gradually ceased to become developed, but 
one of its peritoneal openings remained as the abdominal aperture of 
the Mullerian duct. Aves, finally, appear to have become differen- 
tiated along a third line ; since in their ancestors the anterior (?) pore of 
the head-kidney appears to have become specialised as the permanent 
opening of the Mullerian duct. 

The Mullerian duct is usually formed in a more or less complete 
manner in both sexes. In Ganoids, where the separation between it 
and the Wolffian duct is not completed to the cloaca, and in the Dipnoi, 
it probably serves to carry off the generative products of both sexes. 
In other cases however only the female products pass out by it, and 
the partial or complete formation of the Mullerian duct in the male 
m these cases needs to be explained. This may be done either by 
supposing the Ganoid arrangement to have been the primitive one 
in the ancestors of the other forms, or, by supposing characters 
acquired primitively by the female to have become inherited by both 
sexes. 

It is a question whether the nature of the generative ducts of 
Teleostei can be explained by comparison with those of Ganoids. 
The fact that the Mullerian ducts of the Teleostean Ganoid Lepi- 
dosteus Jittach themselves to the generative organs, and thus acquire 
a resemblance to the generative ducts of Teleostei, affords a power- 
ful argument in favour of the view that the generative ducts of 
both sexes in the Teleostei are modified Mullerian ducts. Embry- 
ology can however alone definitely settle this question. 

In the Elasmobranchii, Amphibia, and Amniota the male pro- 
ducts are carried off by the Wolffian duct, and they are transported 
to this duct, not by open peritoneal funnels of the mesonephros, hut 
by a network of ducts which sprout either from a certain number of 
the Malpighian bodies opposite the testis (Amphil)ia, Amniota), or 
from the stalks connecting the Malpighian bodies with the open 
funnels (Elasmobranchii). After traversing this network the semen 
passes (except in certain Anura) through a variable number of the 
segmental tubes directly to the Wolffian duct. The extent of the 
connection of the testis with the Wolffian body is subject to great 
variations, but it is usually more or less in the anterior region. 
Rudiments of the testicular network have in many cases become 
inherited by the female. 

The origin of the connection between the testis and Wolffian body is still 
very obscure. It would bo easy to understand how the testicular products, 
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after inid the body cavity, might be taken np by the open extremi- 

ties some of the peritoneal funnels, and how such open funnels might 
ha^e groovedike prolongations along the mesorchium, which might even- 
tually be converted into ducts. Ontogeny does not however altogether 
favour this view of the origin of the testicular network. It seems to me 
nevertheless the most probable view which has yet been put forward. 

The mode of transportation of the semen by means of the mesonephric 
tubules is so peculiar as to render it highly improbable that it was twice 
acquired, it becomes therefore necessary to suppose that the Amphibia and 
Amniota inherited this mode of transportation of the semen from the same 
ancestors as the Elasmobranchii. It is remarkable therefore that in the 
Ganoidei and Dipnoi this arrangement is not found. 

Either (1 ) the arrangement (found in the Ganoidei and Dipnoi) of the 
Mullerian duct serving for both sexes is the primitive arneingement, and 
the Elasmobranch is secondary, or (2) the Ganoid arrangement is a secondary 
condition, which has originated at a stage in the evolution of the Vertebral 
when some of the segmental tubes had begun to serve as the efferent ducts 
of the testis, and has resulted in consequence of a degeneration of the latter 
structures. Although the second alternative is the more easy to reconcile 
with the affinities of the Ganoid and Elasmobranch types, as indicated by 
the other features of their organization, I am still inclined to accept the 
former ; and consider that the incomplete splitting of the segmental duct iii 
Ganoidei is a strong argument in favour of this view. 

Metanepliros. With the employment of the Wolffian duct to 
transport the semen there seems to be correlated (1) a tendency of 
the posterior segmental tubes to have a duct of their own, in which 
the seminal and urinary fluids cannot become mixed, and (2) a ten- 
dency on the part of the anterior segmental tubes to lose their excre- 
tory function. The posterior segmental tubes, when connected in 
this way with a more or less specialised duct, have been regarded in 
the preceding pages as constituting a metanephros. 

This differentiation is hardly marked in the Anura, but is well 
developed in the Urodela and in the Elasmobranchii; and in the 
latter group has become inherited by both sexes. In the Amniota it 
culminates, according to the view independently arrived at by 
Semper and myself, (1) in the formation of a completely distinct 
metanepliros in both sexes, formed however, as shewn by Sedgwick, 
from the same blastema as the Wolffian body, and (2) in the atrophy 
in the adult of the whole Wolffian body, except the part uniting the 
testis and the Wolffian duct. 

The homology between the posterior metanephridian section of the 
Wolffian body,, in Elasmobranchii and Urodela, and the kidney of the 
Amniota, is only in my opinion a general one, i. e. in both cases a common 
cause, viz. the Wolffian duct acting as vas deferens, has resulted in a more 
or less similar differentiation of parts. 

Fdrbringer has urged against Semperis and iny view that no satis- 
factory proof of it has yet been offered. This jiroof has however, since 
Filrbringer wrote his paper, been supplied by Sedgwick’s observations. 
The development of the kidney in the Amniota is no doubt a direct as 
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opposed to a phylogenetic development ; and the substitution of a direct 
for a phylogenetic development has most probably been rendered possible by 
the fact that the anterior part of the mesonephros continued all the while 
to be unaffected and to i*emain as the main excretory organ during foetal life. 

The most serious difficulty urged by Fiirbringer against the homology 
is the fact that the ureter of the inetanephros develops on a type of its 
own, which is quite distinct from the mode of development of the ureters 
of the metanephros of the Ichthyopsidan forms. It is however quite possi- 
ble, though far from certain, that the ureter of Amniota may be a special 
foimiation confined to that group, and this fact would in no wise militate 
against the homology I have been attempting to establish. 

Comparison of the Excretory organs of the Chordata and 
Invertebrata, 

The structural characters and development of the various forms of 
excretory organs described in the preceding pages do not appear to me to 
be sufficiently distinctive to render it possible to establish homologies be- 
tween these organs on a satisfactoi y basis, except in closely related groups. 

The excretory organs of the Platyelminthes are in many respects simi- 
lar to the provisional excretory organ of the trochosphere of Polygordius 
and the Gephyrea on the one hand, and to the Vertebrate pronephros 
on the other ; and the Platyelminth excretory organ with an anterior 
opening might be regarded as having given origin to the trochosphere 
organ, while that with a posterior opening may have done so for the Verte- 
brate pronephros*. 

Hatschek has compared the provisional trochosphere excretoiy organ 
of Polygordius to’ the Vertebrate pronephros, and the posterior Ohsetopod 
segmental tubes to the mesonephric tubes ; the latter homology having 
been already suggested independently by both Semper and myself. With 
reference to the comi)aiison of the pronephros with the provisional excretOiy 
organ of Polygordius there are two serious difficulties : 

(1) The pronophric (segmental) duct opens directly into the cloaca, 
while the duct of the provisional trochosphere excretory organ opens an- 
teriorly, and directly to the exterior. 

(2) The pronephros is situated within the segmented region of the 
trunk, and has a more or less distinct metameric arrangement of its parts ; 
while the provisional trochosphere organ is placed in front of the segmented 
region of the trunk, and is in no way segmented. 

The comparison of the nifsonephric tubules with the segmental excre- 
tory organs of the Chsetopoda, though not impossible, cannot be satisfac- 
torily admitted till some light has been thrown upon the loss of the 
supposed external openings of the tubes, and the origin of their secondary 
connection with the segmental duct. 

Confining our attention to the Invertebrata it appears to me fairly clear 
that Hatschek is justified in holding the provisional trochosphere excretory 
organs of Polygordius, Echiurus and the Mollusca to be homologous. The 
atrophy of all these larval organs may perhaps be due to the presence of a 
well-developed trunk region in the adult (absent in the larva), in which 
excretoiy organs, probably serially homologous with those present in the 

‘ This suggestion has I believe been made by Fiirbringer. 
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anterior jwt of the larva, became developed. The excretory oi^ans in the 
trunk were probably more conveniently situated than those in the head, 
and the atrophy of the latter in the adult state was thei*efbre brought 
about, while the trunk organs bec&me sufficiently enlarged to serve as the 
sole excretory organs. 
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CHAPTER XXIV. 


GENERATIVE ORGANS AND GENITAL DUCTS. 


Genekative organs. 

The structure and growth of the ovum and spermatozoon were 
given in the first chapter of this work, but their derivation from the 
germinal layers was not touched on, and it is this subject with which 
we are here concerned. If there are any structures whose identity 
throughout the Metazoa is not open to doubt these structures are the 
ovum and spermatozoon ; and the constancy of their relations to the 
germinal layers would seem to be a crucial test as to whether the 
latter have the morphological importance usually attributed to them. 

The very fragmentary state of our knowledge of the origin of the 
generative cells has however prevented this test being so far very 
generally applied. 

Forifera. In the Porifera the researches of Schulze have clearly 
demonstrated that both the ova and the spermatozoa take their 
origin from indifferent cells of the general parenchyma, which may 
be called mesoblastic. The primitive germinal cells of the two 
sexes are not distinguishable; but a germinal cell by enlarging and 
becoming spherical gives rise to an ovum ; and by subdivision forms 
a sperm-morula, from the constituent cells of which the spermatozoa 
are directly developed, 

CcBlenterata* The greatest confusion prevails as to the germinal 
layer from which the male and female products are derived in the 
Coelenterata\ 

The following apparent modes of origin of these products have 
been observed. 

(1) The generative products of both sexes originate in the ecto- 
derm (epiblast) : Hydra, Cordylophora, Tubularia, all (?) free Gono- 
phores of Hydromedusae, the Siphonopbora, and probably the Cteno- 
phora. 

1 E. van Beneden (No. 556) was the first to discover a different origin for the 
geneiative products of the two sexes in Hydractinia, and his observations have led to 
numeroua subsequent researches on the subject. For a summary of the observations 
on the Hydroids vide Weismann (No. 560). 
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( 2 ) The generative products of both sexes originate in the ento- 
derm (hypoblast): Plumularia and Sertularella, amongst the Hydroids, 
and the whole of the Acraspeda and Actinozoa. 

(3) The male cells are formed in the ectoderm, and the female 
in the entoderm : Qonothyrsea, Campanularia, Hydractinia, Clava. 

In view of the somewhat surprising results to which the re- 
searches on the origin of the genital products amongst the Coelen- 
terata have led, it would seem to be necessary either to hold that 
there is no definite homology between the germinal layers in the 
different forms of Coelenterata, or to offer some satisfactory explana- 
tion of the behaviour of the genital products, which would not 
involve the acceptance of the first alternative. 

Though it can hardly be said that such an explanation has yet 
been offered, some observations of Kleinenberg (No. 557 ) undoubt- 
edly point to such an explanation being possible. 

Kleinenberg has shewn that in Eudendrium the ova migrate freely 
from the ectoderm into the endoderm. and viae versa; but he has 
given strong grounds for thinking that thej^ originate in the ectoderm. 
He has further shewn that the migration in this type is by no means 
an isolated phenomenon. 

Since it is usually only possible to recognise generative elements 
after they have advanced considerably in development, the mere 
position of a generative cell, when first observed, can afford, after vrhat 
Kleinenberg has shewn, no absolute proof of its origin. Thus it is 
quite possible that there is really only one type of origin for the 
generative cells in the Coelenterata. 

Kleinenberg has given reasons for thinking that the migration of the 
ova into the entoderm may have a nutritive object. If this be so, and there 
are numerous facts which shew that the position of generative cells is often 
largely influenced by their nutritive requirements, it seems not impossible 
that the endodermal position of the generative organs in the Actinozoa 
and acraspedote Medusie may have arisen by a continuously earlier migra-^ 
tion of the generative cells from the ectoderm into the endoderm j and 
that the migration may now take place at so early a period of the develop- 
ment, that we should be justified in formally holding the generative pro- 
ducts to be endodermal in origin. 

We might perhaps, on this view, formulate the origin of the generative 
products in the Coelenterata in the following way : — 

Both ova and spermatozoa primitively originated in the ectoderm, but 
in order to secure a more complete nutrition the cells which give rise to 
them exhibit in certain groups a tendency to migrate into the endoderm. 
This migration, which may concern the generative cells of one or of both 
the sexes, takes place in some cases after the generative cells have be- 
come recognisable as such, and very probably in other cases at so early a 
period that it is impossible to distinguish the generative cells from in- 
different embryonic cells. 

Very little is known with reference to the origin of the generative 
cells in the triploblastic Invertebrata. 
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Chsetopoda and Gephyrea. In the Clnetopoda and Gephyrea, 
the germinal cells are always developed in the adult from the epithe- 
lial lining of the body cavity ; so that their origin from the rnesoblast 
seems fairly established. 

If we are justified in holding the body cavity of these forms to be 
a derivative of the primitive archenteron {vide pp. 204 and 205) the 
generative cells may fairly be held to originate from a layer which 
corresponds to the endoderm of the Coelenteratah 

ChSBtognatha. In Sagitta the history of the generative cells, 
which was first worked out by Kowalevsky and Biitschli, has been 
recently treated with great detail by O. Hertwig®. 

The generative cells appear during the gastrula stage, as two 
large cells with conspicuous nuclei, which are placed in the hypo- 
blast lining the archenteron, at the pole opposite the blastopore. 
These cells soon divide, and at the same time pass out of the hypo- 
blast, and enter the archenteric cavity (fig. 408 A,ge), The division 



Fig, 408, Three stages in the development op Sagitta. (A and C afvw 
Biitschli, and B after Kowalevsky.) 

The three embryos are represented in the same positions. 


A. Bepresents the gastrula stage. 

B. Bepresents a succeeding stage, in which the primitive archenteron is com- 
mencing to be divided into three. 

C. Bepresents a later stage, in which the mouth involution (m) has become con- 
tinuous with the alimentary tract, and the blastopore is closed. 

m. mouth; al. alimentary canal; ae. archenteron; bl,p. blastopore; pv, peri- 
visceral cavity ; sp. splanchnic rnesoblast ; so. somatic rnesoblast ; ge. generative 
organs. 

into four cells, which is not satisfactorily represented in my diagram, 
takes place in such a way that two cells are placed nearer the 
median line, and two externally. The two inner cells form the 
eventual testes, and the outer the ovaries, one half of each primitive 
cell thm forming an ovary, and the other a testis. 

^ The Hortwigs (No. ' 271 ) state that in their opinion the generative cells arise from 
the lining of the body cavity in all the forms whose body cavity is a product of tlie 
archenteron. We do not know anything of the embryonic development of tlio gene- 
rative organs in the Echinodormata, but the adult position of the generative organs 
in this group is very unfavourable to the Hertwigs’ view. 

* 0. Hertwig, Die Chatognathen. Jena, 1880. 





OKNlUiATlVK ORGANS, 


613 


When the archenteric cavity is divided into a median alimentary 
tract, and two lateral sections forming the body cavity, the generative 
organs are placed in the common vestibule into which both the body 
cavity and alimentary cavity at first open (fig. 408). 

The generative organs long retain their character as simple cells. 
Eventually (fig. 409) the two ovaries travel forwards, and apply them- 
selves to the body walls, 
while the two testes also 
become separated by a 
backward prolongation of 
the median alimentary 
tract. 

On the formation of 
the transverse septum di- 
viding the tail from the 
body, the ovarian cells lie 
immediately in front of 
this septum, and the testi- 
cular cells in the region 
behind it. 

Polyzoa. In Pedicel- 
lina amongst the ento- 
proctous Polyzoa,Hatschek 
finds that the generative 
organs originate from a 
pair of specially large me- 
soblast cells, situated in the 



Fio. 409. Two viKWS of a latk embryo of 
Saoitta. a, from the dorsal surface. B, from the 
side. (After BiitschlL) 

VI. mouth ; al. alimentary canal ; v.g, ventral 
ganglion (thickening of epiblast) ; ep. epiblast; 
c.pv. cephalic section of body cavity; so. somato- 
pleure; sp. splanchnopleure ; ge, generative organs. 


space between the stomach and the floor of the vestibule. The two 
cells undergo changes, which have an obvious resemblance to those 
of the generative cells of the Chsetognatha. They become surrounded 
by an investment of mesoblast cells, and divide so as to form two 
masses. Each of these masses at a later period separates into an 
anterior and a posterior part. The former becomes the ovary, the 
latter the testis. 

Nematodat In the Nematoda the generative organs are derived 
from the division of a single cell which would appear to be meso- 


blastic^ 

Insecta* The generative cells have been observed at a very 
early embryonic stage in several insect forms (Vol. I. p. 344), but the 
observations so far recorded with reference to them do not enable us 
to determine with certainty from which of the germinal layers they 

are derived. ^ , a i i 

Crustacea* In Moina, one of the Cladocera, Grobben has shewn 
that the generative organs are derived from a single cell, which 


1 Vide Vol. I. p. 309; also Gotte, Zool. Anzeiger, No, So, p. 189. 

« C. Grobben. “Die Kiitwick. d. Moina rectirostris.’’ Arheit. a. d. zool Instit, 
Wiev, Vol. IT. 1879. 
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becomes differentititeil iluiing the segmentation. This cell, which i.s 
in close contiguity with the cells from Avhich both the mesoblast and 
hypoblast originate, subseqiienlly divides ; but at the gastrula stage, 
and after the mesoblast has become formed, the cells it gives rise to 
are enclosed in the epihlast, and do not migrate inwards till a later 
stage. The products of the division of the generative cell sub- 
sequently divide into two masses. It is not possible to assign the 
generative cell of Moina to a definite germinal layer. Grobben, 
however, thinks that it originates irom the division of a cell, the 
remainder of which gives ri.se to the hypoblast. 

Chordata. In the Vertebrata, the primitive generative cells 
(often knoAvn as primitivo ova) are early distingi\ishable, being im- 
bedded amongst the cidls of two linear 
streaks of peritoneal epi theliuin, placed 
on the dorsal side of the Ijody cavity, 
one on each siile of the inesentory (figs. 

405 C and 410, po). The^y appear to be 
derived from the epithelial cells amongst 
which they lie; and are characterized 
by containing a large granular nucleus, 
surrounded by a considerable body of pro- 
toplasm. The peritoneal epithelium in 
which they are jdaced is known as the 
germinal epithelium. 

It is at first impossible to distinguish 
the germinal cells which will become ova 
from those whicli will become sperma- 
tozoa. 

The former however remain within 
the peritoneal epithelium (fig. 411), and 
become converted into ova in a manner 
more particularly described in Vol. l. pp. 

4:3—47. 

The history of the primitive germinal 
cells in the male ha.s not been so ade- 
({uately worked out as in the female. 

The fullest history of them is that 
given by Semper (No. 559 } for the 
Elasmobranchii, the general accuracy of 
Avhich I can fully support ; though with 
reference to certain stages in the history 
further researclies are still required'. 

In Elasmobranchii the male germinal 
cells, instead of remaining in the germinal 
epithelium, migrate into the adjacent stroma, accompanied I believe 

' Balbittiii (No. 5^4) bas al.so roi Rnily iloult with this subject, but I cannot bring my 
own observations into aci niii with his a.s to the striipture of the Eliisinobranrh testis. 



Eig. 410. Section thbouoi 

THE THUNK of A ScYLLIUM EMBRYO 
SLIGHTLY YOUNGER THAN 29 E. 


gp.c. Spinal cord; W. white 
matter of spinal cord ; pr. poste- 
rior nerve-r do Ls; ch. notochord; 
X. sub-notochordal rod ; ao. aorta ; 
rnp. mUBclo-plate ; mp'. iiiner Jayer 
of muscle-plate already converted 
into muscles ; Vr. rudiment of 
vertebral body; segmental 
tube; s(i. segmental duct; sp.v. 
spiral valve; v. subintestinalvein ; 
j)A). primitive ;;ciierativfi cells. 
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by some of the indiflferent e])itlu‘lial oells. Hoire they increase in 
number, and give rise to masses of variable form, composed partly 
of true germinal cells, and partly of smaller cells with deeply staining 
nuclei, which are, I believe, derived from the germinal epithelium. 



Fig. 411. Transverse section through the ovary of a young emuryo of 

SCYLLIUM CANICULA, TO SHEW THE PRIMITIVE GERMINAL CKrJ-R (po) LYING IN THE 
GERMINAL EPITHELIUM ON THE OUTER SIDE OF THE OVARIAN lilDGE. 

These masses next break up into am})ullce, mainly Ibrmed of 
germinal cells, and each provided with a central lumen ; and these 
ampullae attach themselves to tubes derived from the smaller cells, 
which are in their turn continuous with the testicular network. The 
spermatozoa are developed from the cells forming the walls of the 
primitive ampullae ; but the process of their formation does not con- 
cern us in this chapter. 

In the Reptilia Braun has traced the passage of the primitive 
germinal cells into the testicular tubes, and 1 am able to confirm his 
observations on this point : he has not however traced their further 
history. 

In Mammalia the evidence of the origin of the spermatospores 
from the germinal epithelium is not quite complete, but there can be 
but little doubt of its occurrence h 

In Amphioxus Langerhans has shewn that the ova and sperma- 
tozoa are derived from similar germinal cells, wliich may be com- 
pared to the germinal epithelium of the Vertebrata. These cells are 
however segmentally arranged as separate masses (vide Vol. i. 
p. 48). 

Bibliography. 
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Genital ducts. 

The development and evolution of the generative ducts is as yet 
very incompletely worked out, but even in the light of our present 
knowledge a comparative review of this subject brings to light fea- 
tures of considerable interest, and displays a fruitful field for future 
research. 

In the Coelenterata there are no generative ducts. 

In the Hydromedusa0 and Siphonophora the generative products 
are liberated by being dehisced directly into the surrounding me- 
dium; while in the Acraspeda, the Actinozoa and the Ctenophora, 
they are dehisced intgi parts of the gastrovascular system, and 
carried to the exterior through the mouth. 

The arrangement in the latter forms indicates the origin of the 
methods of transportation of the genital products to the exterior in 
many of the higher types. 

It has been already pointed out that the body cavity in a very 
large number of forms is probably derived from parts of a gastro- 
vascular system like that of the Actinozoa. 

When the part of the gastrovascular system into which the 
generative products were dehisced became, on giving rise to the body 
cavity, shut off from the exterior, it would be essential that some mode 
of transportation outwards of the generative products should be con- 
stituted. 

In some instances simple pores (probably already existing at the 
time of the establishment of a closed body cavity) become the gene- 
rative ducts. Such seems probably to have been the case in the 
Ohsetognatha (Sagitta) and in the primitive Chordata. 

In the latter forms the generative products are sometimes dehisced 
into the peritoneal cavity, and thence transported by the abdominal 
pores to the exterior (Cyclostomata and some Teleostei, vide p. 514). In 
Amphioxus they pass by dehiscence into the atrial cavity, and thence 
through the gill slits and by the mouth, or by the abdominal pore (1) to 
the exterior. The arrangement in Amphioxus and the Teleostei is pro- 
bably secondary, as possibly also is that in the Oyclostomata ; so that the 
piimitive mode of exit of the generative products in the Chordata is still 
uncertain. It is highly improbable that the generative ducts of tlie Tunicata 
are primitive sti*uctures. 
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A better established and more frequent mode of exit of the gene- 
rative products when dehisced into the body cavity is by means 
of the excretory organs. The generative products pass from the body 
cavity into the open peritoneal funnels of such organs, and thence 
through their ducts to the exterior. This mode of exit of the genera- 
tive products is characteristic of the Chsetopoda, the Gephyrea, the 
Brachiopoda and the Vertebrata, and probably also of the Mol- 
lusca. It is moreover quite possible that it occurs in the Polyzoa, 
some of the Arthropoda, the Platyelminthes and some other types. 

The simple segmental excretory organs of the Polychsbta, the 
Gephyrea and the Brachiopoda serve as generative canals, and in 
many instances they exhibit no modification, or but a very slight one, 
in connection with their secondary generative function; while in other 
instances, e.g. Bonellia, such modification is very considerable. 

The generative ducts of the Oligochseta are probably derived from 
excretory organs. In the Terricola ordinary excretory organs are present 
in the generative segments in addition to the generative ducts, while in the 
Limicola generative ducts alone are present in the adult, but before their 
development excretory organs of the usual type are found, which undergo 
atrophy on the ap])earaiice of the generative ducts (Vedjovsky). 

From the analogy of the splitting of the segmental duct of the Vertebrata 
into the Mullerian and Wolfl^n ducts, as a result of a combined generative 
and excretory function {vide p. 600), it seems probable that in the genera- 
tive segments of the Oligochseta the excretory organs had at first both an 
excretory and a generative function, and that, as a secondary result of 
this double function, each of them 1ms become split into two parts, a 
generative and an excretory. The generative part has undergone in all 
forms great modifications. The excretory parts remain unmodified in the 
Earthworm.s (Terricola), but completely abort on the develo^pnlent of the 
generative ducts in the famicola. An explanation may probably be given 
of the peculiar arrangements of the generative ducts in Saccocirrus amongst 
the Polychseta {vide Marion and Bobretzky), analogous to tliat just offered 
for the Oligochflcta. 

The very interesting modifications produced in the excretory 
organs of the Vertebrata by their serving as generative ducts were fully 
described in the last chapter; and with reference to this part of our 
subject it is only necessary to call attention to the case of Lepidosteua 
and the Teleostei. 

In Lepidosteus the Mullerian duct appears to have become at- 
tached to the generative organs, so that the generative products, 
instead of falling directly into the body cavity and thence entering 
the open end of a peritoneal funnel of the excretory organs, pasa 
directly into the Mullerian duct without entering the body cavity. In 
most Teleostei the modification is more complete, in that the generative 
ducts in the adult have no obvious connection with the excretory organs* 

The transportation of the male products to the exterior in all the 
higher Vertebrata, without passing into the body cavity, is in principle 
similar to the arrangement in Lepidosteus. 

The above instances of the peritoneal funnels of an excretory 
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organ becoming continuous with the generative glands, render it 
highly probable that there may be similar instances amongst the 
Inveitebrata. 

As has been already pointed out by Gegenbaur there are many 
features in the structure of the genital ducts in the more primitive 
Mollusca, which point to their having been derived from the excretory 
organs. In several Lamellibranchiata* (Spondylus, Lima, Pecten) the 
generative ducts open into the excretory organs (organ of Bojanus), 
so that the generative products have to pass through the excretory 
organ on their way to the exterior. In other Lamellibranchiata the 
genital and excretory organs open on a common papilla, and in the 
remaining types they are placed close together. 

In the Cephalopoda again the peculiar relations of the generative 
organs to their ducts point to the latter having primitively had a dif- 
ferent, probably an excretory, function. The glands are not continuous 
with the ducts, but are placed in special capsules from which the ducts 
proceed. The genital products are dehisced into these capsules and 
thence pass into the ducts. 

In the Gasteropoda the genital gland is directly continuous with 
its duct, and the latter, especially in the Pulmonata and Opistho- 
brauchiata, assumes such a complicated form that its origin from the 
excretory organ would hardly have been suspected. The fact how- 
ever that its opening is placed near that of the excretory organ points 
to its being homologous with the generative ducts of the more 
primitive types. 

In the Discophora, where the generative ducts are continuous with 
the glands, the structure both of the generative glands and ducts points 
to the latter having originated from excretory organs. 

It seems, as already mentioned, very possible that there are other 
types in which the generative ducts are derived from the excretory 
organs. In the Arthropoda for instance the generative ducts, where 
provided with anteriorly placed openings, as in the Crustacea, Aracli- 
nida and the Chilognathous Myriapoda, the Poecilopoda, etc., may 
possibly be of this nature, but the data for deciding this point ere 
so scanty that it is not at present possible to do more than frame 
conjectures. 

The ontogeny of the generative ducts of the Nematoda and the 
Insecta appears to point to their having originated independently of 
the excretory organs. 

In the Nematoda the generative organs of both sexes originate 
from a single cell (Schneider, Vol. I. No. 390). 

This cell elongates and its nuclei multiply. After assuming a 
somewhat columnar form, it divides into. (1) a superficial investing 
layer, and (2) an axial portion. 

In the female the superficial layer is only developed distinctly in 

> For a summary of tbo f^ts on this subject vide Broun, Klaeeen u, Ordnungen d, 
Thierreiche, Vol. in. p. 404. 
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the median part of the column. In the course of the further 
development the two ends of the column become the blind ends of 
the ovary, and the axial tissue they contain forms the germinal tissue 
of nucleated protoplasm. The superficial layer gives rise to the 
epithelium of the uterus and oviduct. The germinal tissue, which is 
originally continuous, is interrupted in the middle part (where the 
superficial layer gives rise to the uterus and oviduct), and is confined 
to the two blind extremities of the tube. 

In the male the superficial layer, which gives rise to the epi- 
thelium of the vas deferens, is only formed at the hinder end of the 
original column. In other respects the development takes place as 
in the female. 

In the Insecta again the evidence, though somewhat conflicting, 
indicates that the generative ducts arise very much as in Nematodes, 
from the same primitive mass as the generative organs. In both of 
these types it would seem probable that the generative organs were 
primitively placed in the body cavity, and attached to the epidermis, 
through a pore in which their products passed out; and that, acquiring 
a tubular form, the peripheral part of the gland gave rise to a duct, the 
remainder constituting the true generative gland. It is quite possible 
that the generative ducts of such forms as the Platyelminthes may 
have had a similar origin to those in Insecta and Nematoda, but from 
the analogy of the Mollusca there is nearly as much to be said for 
regarding them as modified excretory organs. 

In the Echinodermata nothing is unfortunately known as to the 
ontogeny of the generative organs and ducts. The structure of these 
organs in the adult would however seem to indicate that the most primi- 
tive type of echinoderm generative organ consists of a blind sack, 
projecting into the body cavity, and opening by a pore to the exterior. 
The sack is lined by an epithelium, continuous with the epidermis, the 
cells of which give rii<e to the ova or spermatozoa. The duct of these 
organs is obviously hardly differentiated from the gland ; and the 
whole structure might easily be derived from the type of generative 
organ characteristic of the Hydromedusae, where the generative cells 
are developed from special areas of the ectoderm, and, when ripe, pass 
directly into the surrounding medium. 

If this suggestion is correct we may suppose that the genera- 
tive ducts of the Echinodermata have a different origin to those of the 
majority of' the remaining triploblastica. 

Their ducts have been evolved in forms in which the generative 
products continued to be liberated directly to the exterior, as in the 
Hydromedusae; while those of other types have been evolved in forms 
in which the generative products were first transported, as in the 
Actinozoa, into the gastrovascular canals*. 

^ It would be interesting to have farther information about Balanoglossus. 

* These views fit in very well with those already put forward in Chapter xiii. on 
the affinities of the Echinodermata. 



CHAPTER XXV. 

THE ALIMENTARY CANAL AND ITS APPENDAGES, 
IN THE CHORDATA. 


The alimentary canal in the Chordata is always formed of three 
sections, analogous to those so universally present in the Inverte- 
brata. These sections are (1) the mesenteron lined by hypoblast; 
(2) the stomodaum or mouth lined by epiblast, and (3) the procto- 
da3um or anal section lined like the stomodaum by epiblast. 

Mesenteron, 

The early development of the epithelial wall of the mesenteron 
has already been described (Chapter xi.). It forms at first a simple 
hypoblastic tube extending from near the front end of the body, 
where it terminates blindly, to the hinder extremity where it is 
united with the neural tube by the neurenteric canal (fig. 420, ne). 
It often remains for a long time widely open in the middle towards 
the yolk-sack. 

It has already been shewn that from the dorsal wall of the 
mesenteron the notochord is separated off nearly at the same time 
as the lateral plates of mesoblast (pp. 243 — 249). 

The subnotochordal rod. At a period slightly subsequent to the 
formation of the notochord, and before any important differentiations 
in the mesenteron have become apparent, a remarkable rod-like 
body, which was first discovered by Gotte, becomes split off from the 
dorsal wall of the alimentary tract in all the Ichthyopsida. This 
body, which has a purely provisional existence, is known as the sub- 
notochordal rod. 

It develops in Elasmobranch embryos in two sections, one situated in 
the head, and the other in the trunk. 

The section in the trunk is the first to appear. The wall of the 
alimentary canal becomes thickened along the median dorsal line (fig. 
412, x)^ or else produced into a ridge into which there penetrates a narrow 
prolpngation of the lumen of the alimentary canal. In either case the 
cells at the extreme summit become gradually constricted off as a rod, 
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which lies immediately duraal to the alimentary tract, and ventral to the 
notoelioi d 413, a;). 

Ill the liiiidermost part nf the body its mode of formation differs some- 
what from that above described. In this part the alinuMitary wiill is very 
thick, and underi^njes no .special i^ruwth prior to the formation of the sub- 
iiot<ichordal rf)d ] on tlie contrary, a small linear portion of the wall 
become.s scoo])ed out along the median dorsal line, and eventually .separates 
from the remainder as tln^ rod in qiie.stion. In the ti unk the splitting off 
of the rod takes i)lace from la‘,fore backwards, so that the anterior part of 


it is formed before the po.sterior. 



FlO. 412. TllANSVKRSE SECTION 
THROUGH THE TAIL REGION OF A PllIBTI- 
UBUB EMDUyO OF THE SAME AGE AS FIG. 

29 E. 

df. doranlfii]; sp.c. spinal cord; 
pp. body cavity; sp. splanchnic layer 
of mesoblast; so. somatic layer of 
mesoblast; mp'. portion of splanclinic 
mesoblast commencing to be differen- 
tiated into iniisclc.s ; c/}. notochord; x. 
subnotocliordal rod arising as an out- 
growth of the dorsal wall of the ali- 
mentary tract; al. alimentary tract. 



Fig. 413. Transvigise siin- 

TION Til 11 on nil TlI]': TliTTMC DC AN 
ElWmiM) .SLlCrUTLY OLDER TUAN 

rui. 28 E. 

nc. neural canal; pr. posterior 
root of spinal nerve; x. subnoto- 
chordal rod; ao. aorta; somatic 
mesoblast; gp. splanohnic mesn- 
blast ; mp. muscle-pliilc ; jiij/. pnr 
tion of muscle-plate con vLiled 
into muscle; Vv. portion nf the 
vertebral plate which will give rise 
to the vertebral bodies ; al. ali- 
mentary tract. 


Tho section of the subnotocliordal rod in the head would appear to 
develop in the same way as that in the trunk, and the .splitting off from 
the throat piocoeds from before backwards. 

Oil the forniatioii of the dorsal aorta, the subnotocliordal rorl liecoii.es 
separated from the wall of the gut and the aorta inteiposed hetweeii the 
two (fig. 367, a:). 

When the subnotocliordal rod attains its fullest development it ter- 
minates anteriorly some way in front of the auditory vesicle, though a 
little behind the end of the notochord ; posteriorly it extends very nearly 
to the extremity of the tail and is almost co-txtensive with the postanal 
section of the alimentary tract, though it does not reach quite so far hack a.s 
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the cmM reside (iig. 424, bx). Very shortly after it has attained its 
macsimtim size it begins to atrophy in front. We may therefore condiide 
rhat its atrophy, like its development, takes place from before backwards. 
During the later embryonic stages not a trace of it is to be seen. It has 
also been met with in Acipenser, Lepidosteus, the Teleostei, Peti’omyzon, 
and the Amphibia, in all of which it appears to develop in funda- 
mentally the same way as in Elasmobranchii. In Acipenser it appears to 
persist in the adult as the subvertebral ligament (Bridge, Salensky). It 
has not yet been found in a fully developed form in any amniotic Verte- 
brate, though a thickening of the hypoblast, which may perhaps be a 
rudiment of it, has been found by Marshall and myself in the Chick 
(fig. 110,4 

Eisig has instituted an interesting comparison between it and an 
organ which he has found in a family of Oheetopods, the Capitellidse. In 
these forms there is a tube underlying the alimentary tract for nearly its 
whole length, and opening into it in front, and j[)robably behind. A remnant 
of such a tube might easily form a rudiment like the subnotochordal 
rod of the Ichthyopsida, and as Eisig points out the prolongation into the 
latter during its formation of the lumen of the alimentary tract distinctly 
favours such a view of its original nature. We can however hardly suppose 
that there is anv direct genetic connection between Eisig's organ in the 
Oapitellidse and the subnotochordal rod of the Chordata. 

Splanclmic mesoblast and mesentery. The mesenteron consists 
at first of a simple hypoblastic tube, which however becomes enve- 
loped by a layer of splanchnic mesoblast. This layer, which is not 
at first continued over the dorsal side of the mesenteron, gradually 
grows in, and interposes itself between the hypoblast of the mesen- 
teron,, and the organs above. At the same time it becomes dif- 
ferentiated into two layers, viz. an outer epithelioid layer which 
gives rise to part of the peritoneal epithelium, and an inner layer 
of undifferentiated cells which in time becomes converted into the 
connective tissue and muscular walls of the mesenteron. The con- 
nective tissue layers become first formed, while of the muscular layers 
the circular is the first to make its appearance. 

Coincidently with their differentiation the connective tissue 
stratum of the peritoneum becomes established. 

The Mesentery. Prior to the splanchnic mesoblast growing round 
the alimentary tube above, the attachment of the latter structure to 
the dorsal wall of the body is very wide. On the completion of this 
investment the layer of mesoblast suspending the alimentary tract 
becomes thinner, and at the same time the alimentary canal appears 
to be drawn downwards and away from the vertebral column. 

In what may be regarded as the thoracic division of the general 
pleuroperitoneal space, along that part of the alimentary canal which 
will form the oesophagus, this withdrawal is very slight, but it is 
very marked in the abdominal region. In the latter the at first 
straight digestive canal comes to be suspended from the body above 
by a narrow flattened band of mesoblastic tissue. This flattened 
band is the mesentery, shewn commencing in fig. 117 , and much 
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more advanced in fig. 119, M. It is covered on either side by a layer 
of flat cells, which form part of the general peritoneal epithelioid 
lini^, while its interior is composed of indifferent tissue. 

The primitive simplicity in the arrangement of the mesentery is 
usually afterwards replaced by a more complicated disposition, owing 
to the subsequent elongation and consequent convolution of tlie 
intestine and stomach. 

The layer of peritoneal epithelium on the ventral side of the 
stomach is continued over the liver, and after embracing the liver, 
becomes attached to the ventral abdominal wall (fig. 380). Thus in 
the region of the liver the body cavity is divided into two halves by 
a membrane, the two sides of which are covered by the peritoneal 
epithelium, and which encloses the stomach dorsally and the liver 
ventrally. The part of the membrane between the stomach and 
liver is narrow, and constitutes a kind of mesentery suspending the 
liver from the stomach ; it is known to human anatomists as the 
lesser omentum. 

The part of the membrane connecting the liver with the anterior 
abdominal wall constitutes the falciform or suspensory liga- 
ment of the liver. It arises by a secondary fusion, and is not a 
remnant of a primitive ventral mesentery {vide pp. 513 and 514). 

, The mesentery of the stomach, or mesogastrium, enlarges in Mam- 
malia to form a peculiar sack known as the greater omentum. 

The mesenteron exhibits very early a trifold division. An 
anterior portion, extending as far as the stomach, becomes separated 
off as the respiratory division. On the formation of the anal 
invagination the portion of the mesenteron behintl the anus becomes 
marked off as the postanal division, and between the postanal 
section and the respiratory division is a middle portion forming an 
intestinal and cloacal division. 

The respiratory dividon of the mesenteron. 

This section of the alimentary canal is distinguished by the fact 
that its walls send out a series of paired diverticula, which meet 
the skin, and after a perforation has been effected at the regions of 
contact, form the branchial or visceral clefts. 

In Amphioxus the respiratory region extends close up to the 
opening of the hepatic diverticulum, and therefore to a position 
corresponding with the commencement of the intestine in higher 
types. In the craniate Vertebrata the number of visceral clefts 
has become reduced, but from the extension of the visceral clefts in 
Amphioxus, combined with the fact that in the higher Vertebrata the 
vagus nerve, which is essentially the nerve of the branchial pouches, 
supplies in addition the walls of the oesophagus and stomach, it may 
reasonably be concluded, as has been pointed out by Gegenbaur, that 
the tru^ respiratory region primitively included the region which in 
the higher types forms the (esophagus and stomach. 
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Ill Asciflians tho rospiratory sack is homologous with the respira- 
tory trai’i, 1 ) 1 ' Aniphioxiis. 

The ilet:iils ut tl le ilevelopineiit of the branchial clefts in the differ- 
ent groiips of Wvrtobrata have already been described in the systematic 
part of this work. 

In all the Ichthyupsida the walls of a certain number of clefts be- 
come folded; and in the mesoblast within these folds a rich capillary 
network, receiving its blood from the branchial arteries, becomes 
established. These folds constitute tlic true internal gills. 

In addition to internal gills eMerrml hrtnicliial processes covered 
by epiblast are placed on certain of the visceral arches in the larva of 
Polyp terns, rrotopterus and many Amphibia. The external gills 
liave probably no genetic connection with the internal gills. 

The so-called external gills of the embryos of Elasmobranchii are 
merely internal gills prolonged outwards through the gill clefts. 

The posterior part of the primitive respiratory division of the 
mesenteron becomes, in all the higher Vertebrata, the oesophagus and 
stomach. With reference to the development of these parts the only 
point worth especially noting is the fact that in Elasmobranchii and 
Teleostei their lumen, though present in very young embryos, 
becomes at a later stage completely filled up, and thus the alimen- 
tary tract in the regions of the oesophagus and stomach becomes a 
solid cord of cells (fig. 23 A, ojj): as already suggested (p. 50) it seems 
not impossible that this feature may be connected with the fact that 
the oesophageal region of the throat was at one time perforated by 
gill clefts. 

In addition to the gills two important organs, viz. the thyroid 
body and the lungs, take their origin from the respiratory region of 
the alimentary tract. 

Thyroid body. In the Ascidians the origin of a groove-like 
diverticulum of the ventral w\all of the branchial sack, bounded by two 
lateral folds, and known as the endostylc or hypopharyngeal groove, 
has idreaily been descrihod (p. 15). This groove remains permanently 
r)pen to the pharyngeal sack, and would seem to serve as a glandular 
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Fin. 414. DlAfUUMMATlC VEIlTirAli SECTION OF A .Tl7.ST-nATf:iII', 1 ) LAIIVA OF 
rETKUMVzoN. (From Gcgenbftur; after Calbcrla.) 
n. niniitli ; o', ol factory i)it , r. .sq)tura betwean .stomndmim Luiil mesonternn ; 
Lhyroiil ; m. s})uml cord; rh. notochord; r. lioiirt; <\. auditory vesicle. 
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organ secrotijig mucus. As was tirst [jointuil out by W. iMiillcr tluMo 
is present in Aiupbioxus a very .similar ami probably lioniologDus 
organ, known as tlie hypopliaryngeal groove. 

In the higher Vertebrata this organ never retains its ])rimitive 
condition in the adult state. In tlie larva of Petromyzoii there is, 
however, present a ventral groove-like diverticulum of the throat, 
extending from about the second to the fourth visceral cleft. Tliis 
organ is shewn in longitudinal section in fig. 414,//, and in transverse 
section in fig. 415, ami has been identified by W. Muller (Nos. 565 
and 566 ) with the liypopharyngeal 
groove of Amphioxiis and Ascidians. 

It does not, however, long retain its 
primitive condition, but its open- 
ing becomes gradually reduced to a 
pore, placed between the third and 
fourth of the permanent clefts (fig. 

416, th). This opening is retained 
throughout the Ammocoete condi- 
tion, but the organ becomes highly 
complicated, with paired anterior 
ami posterior horns and a median 
sjjiral portion. In the adult the 
ouimection with the pharynx is ob- 
literated, and the organ is partly absorbed and partly divided up into 
a aeries of glandular follicles, and eventually forms the thyroid body. 

From the consideration of the above facts W. Muller was led to 
the conclusion that the thyroid body of the Graniata was derived from 
the endostyle or hypopharynyeal groove. In all the higher Vertebrata 


Fio. 415 . DiAr;ii\:\r:\i.vTic trans- 
vi;usi', si’CTiONS THHornii riiii: imANcniAJi 
IIKHIDN or YOUNO LAllV.li; or Pktromy- 
ZON. (From Gegenbaur; aftor Calbi?i l:i.) 
il. branchial region of throat. 


Fit;. 4 ib, DlAOUAMMATlU VERTICAL SECTION THllOUOII I Hi: Jli;Ah i»l' A LARVA 111 

Petromyzon. 


The larva h*i been hatched three days, and was I Huini. in leii^Lli. T}i(; optie and 
auditory vesir-Lus are supposed to be .seen tlirou^di the tissiii s. The iettiT tr iiointiiij; 
to the base of the velum is where SeoLL believes the hyoiiiandibiilar cleft to be situiittnl. 

c.h. cerebral hemisphere; th. optie thalanuis; ni. infiiMdibiilum; pji. pineal Klaiid ; 
ml), mid-braiii; ch. cendjelliini ; md. medulla oldniii.v.ii:i ; fro./', anditniy vesiele; op. 
optie vcsiele ; ul. olfaclory pit; ui. nirmth; hr.c. branulilal pouehes; th. thyroid 
liUion; v.ao. ventral aorta ; ht. ventricle of heart ; rh. notochord. 
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THE THYROID BODY. 


the thyroid body arises as a diverticulum of the ventral wall of the 
throat in the region either of the mandibular or hyoid arches (fig. 
417 , Th)y which after being segmented off becomes divided up into 
follicles. 

In Elasmobranch embryos it appears fairly early as a diverticulum 
from the ventral surface of the throat in the region of the niandihvlar archy 
extending from the border of the mouth to the point where the ventral aorta 
divides into the two aortic branches of the mandibular arch (fig. 417, 7%). 
Somewhat later it becomes in Scyllium and Torpedo solid, though still 
retaining its attachment to the wall of the cesophagus. It continues to 
grow in length, and becomes divided up into a number of solid branched 
lobules separated by connective tissue septa. Eventually its connection 
with the throat becomes lost, and the lobules develop a lumen. I n Acan- 
thias the lumen of the gland is retained (W. Miiller) till after its detach- 
ment from the throat. It preserves its embiyonic position through life. 
In Amphibia it originates, as in Elasmobranchii, from the region of the 
mandibular arch ; but when first visible it forms a double epithelial wall 
connecting the throat with the nervous layer of the epidermis. It sub- 
sequently be(5omes detached from the epidermis, and then has the u^ual 
form of a diverticulum from the throat. Ju most Amphibians it becomes 
divided into two lobes, and so forms a })aired body. The ))eciiliar connec- 
tion between the thyroid diverticulum and the epidermis in Amphibia 
has been noted by Gotte in Bombinator, and by Scott and Osborn in 
Triton, It is not very ea'^y to sec what meaning this connection can have. 

In the Fowl (W. Muller) the thyroid body arises at the end of the second 
or beginning of the third day as an outgrowth from the hypoblast of the 
throat, opposite the point of origin of the anterior arterial arch. This 
outgrowth becomes by the fourth day a solid mass of cells, and by the 
fifth ceases to be connected with the epithelium of the throat, becoming at 
the same time bilobed. By the seventh day it has travelled somewhat 
backwards, and the two lobes have completely separated from each other. 
By the ninth day the whole is invested by a capsule of connective tissue, 
which sends in septa dividing it into a number of lobes or solid masses of 
cells, and by the sixteenth day it is a paired body composed of a number 
of hollow branched follicles, each with a ‘ membrana propria,* and sepa- 
rated from each other by septa of connective tissue. It finally travels back 
to the point of origin of the carotids. 

Amongst Mammalia the thyroid arises in the Babbit (Kblliker) and 
Man (His) as a hollow diverticulum of the throat at the bifurcation of the 
foremost pair of aortic arches. It soon however becomes solid, and is 
eventually detached from the throat and comes to lie on the ventral side 
of the larynx or windpipe. The changes it undergoes are in the main 
similar to those in the lower Vertebrata. It become.s partially constricted 
into two lobes, which remain however united by an isthmus \ The fact 

' Wolfler (Nc. 571) states that in the Pig and Calf the thyroid body is formed as 
a pair of epithelial vesicles, which are developed as outgrowths of the walls of the 
first pair of visceral clefts. He attempts to explain the contradictory observations of 
other embryologists by supposing that they have mistaken the veijtral ends of visceral 
pouches for an unpaired outgrowth of the throat. Stieda (No.^569) also states that 
m the Pig and Bheep the thyroid arises as a paired body from the epithelium of a pair 
of visceral clefts, at a much later period than wouM appear from the observations of 
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that the thyruiil sometimes arises in the rej;,noji of tlio lirst siorl sometimes 
ill that of tile siicoiul cleft is probubl}'' to be explained hy its riulimentarv 
character. 

The Thymus g'land. The thymus glaml may conveniently be dealt 
with here, allhiHi>(h its oriLfin is nearly as obscure as its function. Tt has 
ii>iiiilly Ihm ii held Lii he (■f)mi[‘cted with the lymphatic system. Kolliker 
was the lir.^t to shew that this view was probably erroneous, and he 
attenn)tcd to prove that it was derived in the Ilabbit from the walls of 
one of the visceral clefts, mainly on the 
gi'oiind of its presenting in the embryo nii 
e[)i t helial character, 

Stieda (No. 569) has recently verilied 
Kolliker’s statements. He finds tliat in the 
J*ig and the iSliee]) the thymus arises as a 
paired outgrowth from the epitlielial rem- 
nants of a pair of visceral clefts. Its two 
lobes may at first be either hollow (Sheep) 
or solid (Pig), but eventually become solid, 
and unite in the merliaii line. Stieda and 
His liold that in tlie adult gland, the sn- 
c!illpd cor[)iisfles of l^:l^.sall are tlie remnants 
of the embryonic epitlndiid [nirt of the gland, 
and that the lymphatic part of it is of 
nie.siiblastic origin ; but Kolliker believes 
the lymphatic colls to be direct jn’odiicts 
of the emhryonic epithelial cells. 

The pus Leri or visceral e lefts in thi‘ course 
of tlieir atiojdiy give rise; to vai-ions more 
or h‘ss conspicuous hodies of a pseudo- 
glandular nature, which have hcon chiefly 
studied hy Ke.mak*. 

Swimming' bladder and lungs. A 

swin lining bladder is present in all Ga- 
muds and in the vast majority of Tele- 
I IS lei. Its development however is only 
imperfectly known. 

In tlie Salmon and Carp it arises, as was first shewn by Von Baer, 
as an outgrowth of the alimentary tract, shortly in front of the liver. 
In these forms it is at first placed on the dorsal side and slightly to 
the right, and grows backwards on the dorsal side of the gut, between 
the two folds of tlie mesentery. 

The absence of a pneumatic duct in the Physoclisti would appear 
to be due to a post-larval atrophy. 

His nnd Kolliker. In view of the comparative development of this organ it is difiicii'lt 
to ai i.iipL eilhi'i- WoUIlm’s or Stii-da’s account. Wolfler’s attempt to explain the sup- 
])osie 1 i‘ij IM S oF hin priMlL i-cssors i.^ certainly not capable of being applied in the case of 
Eliisinoln-cinch Eislics, or of retioiiiyziJii ; ami T am inr-limMi to think that the metliod 
of invL‘,sti‘i;ahon hy transverse sci-tTinis, whn li Icn ki rii iismilly cniployed, ia less liable 
to error tlitin Unit by longitudinal ai'i-tiiois which he has adopted. 

^ For details on these organs rh/e KidliUi'r, r.iit n:irI:]inv!srn>^rJiirJitf, p. 8M1. 
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THE LVN0S. 


In Lepidosteus the air-bladder appears to arise, as iti the Teleostei, 
as an invagination of the dorsal wall of the oesophagus. 

In advanced embryos of Galeus, Mustelus and Acanthias, Miklucho- 
Maclay detected a small diverticulum opening on the dorsal side of the 
oesophagus, which he regards as a rudiment of a swimming bladder. This 
interpretation must however be regarded as somewhat doubtful. 

The lungs. The lungs originate in a nearly identical way in all 
the Vertebrate forms in which their development has been observed. 
They are essentially buds or processes of the ventral wall of the 
primitive oesophagus. 

At a point immediately behind the region of the visceral clefts 
the cavity of the alimentary canal becomes compressed laterally, and 
at the same time constricted in the middle, so that its transverse 
section (fig. 418 i) is somewhat hourglass-shaped, and shews an upper 
or dorsal chamber d, joining on to a lower or ventral cumber Z by a 
short narrow neck. 


The hinder end of the lower 
tube enlarges (fig. 418 a), and then 
becomes partially divided into two 
lobes (fig. 418 3). All these parts 
at first freely communicate, but 
the two lobes, partly by their 
own growth, and partly by a pro- 
cess of constriction, soon become 
isolated posteriorly ; while in front 
they open into the lower chamber 
of the oesophagus (fig. 422). 

By a continuation forwards of 
the process of constriction the lower 
chamber of the oesophagus, carry- 
ing with it the two lobes above 
mentioned, becomesgradually trans- 
formed into an independent tube, 
opening in front by a narrow slit- 
like aperture into the oesophagus. 
The single tube in front is the 
rudiment of the trachea and larynx, 
while the two diverticula behind 
become (fig. 419, Ig) the bronchial 
tubes and lungs. 

While the above changes are 
taking place in the hypoblastic 
walls of the alimentary tract, the 
splanchnic mesoblast surrounding 
these structures becomes very much 
thickened ; but otherwise bears no 
marks of the internal changes 
which are going bn, so that the 
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Fio. 418. Pour diagrams illustra- 
ting THE formation OF THE LUNOS. 
(After GOtte.) 

a. mesoblast; b. hypoblast; d. cavity 
of digestive canal; Z. cavity of the pul- 
monary diverticulum. 

In (1) the digestive canal has com- 
menced to be constricted into an upper 
and lower canal; the former the true 
alimentary canal, the latter the pulmo- 
nary tube; the two tubes communicate 
with each other in the centre. 

In (2) the lower (pulmonary) tube has 
become expanded. 

In (3) the expanded portion of the 
tube has become oonstrioted into two 
tubes, still communicating with each 
other and with the digestive canal. 

In (4) these are completely separated 
from each other and from the digestive 
canal, and the mesoblast has also begun 
to exhibit externally changes corre- 
sponding to the internal changes which 
nave been going on. 
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iibi)ve forniatir)!! of tlie lungs ami trrachea cannot be seen from the 
surface. As the paired diverticula of the lungs grow backwards, the 
mesoblast around tlieiu takes however the form of two lobes, into 
wliieh tliny gradually bore their way. 

Tlicau (III jiut to be any essential clifforcnces in the mode of 

foi'iiiiLtioji of lli(3 abovij structures in tlic 
types so far nliserviil, viz. Amphibia, 

Aves and Mammalia. Writers differ as 
to whellior the lungs first arise as paired 
div(3rtirul!i, or as a single rliverliculuin ; 
and as to whether the rudiiinnits of the 
lungs arc; estalilislied ladnre those of the 
trarljtM. If tln^ ahovr? account is correct 
it would appear that any of these pnsi- 
tioiis might be maintain eiJ. Phylogcnc- 
tically iiiberjireted the ontogeny of the 
lung.s ajipears liow'ever to imply that this 
organ was first an uiijuiiiMnl striicture and 
li-cis become secondarily jiaired, and that 
till! trachea was relativcily late in ap- 
pearing. 

I^lu! furlbev dovilu]imeut of the 
lungs is at first, in the higher types 
at any riitu, essentially similar to that 
of a racemose gland. From each 
primitive di verticil I mu numeroua 

braiif.lies are given off. In Aves and 
Maininalia (fig. I'loo) tluty are mainly 
confined to the dorsal and lateral 
parts. These braiielies ]ieiietrate into 
the smrnuiidiiig niesublast and con- 
tinue In give rise to seioinlaiv and 
tertiary branebea. In the nn^solihist 
around them nuinennis ia]jilliiiies 
make their appearaiue, and the furlher growth of the broncliial 
tubes is snpjiiised by Ijnll to be due to the niutiial inte: action of the 
liitbiuto passive mesoblast and of the hypoblast. 

The full her (■haiigo.s in the lungs vary sumcwLal in tlio different forms. 

The jiirsiicUs are the must characteristic struntiires of the aviaii lung. 
Th(?y an* essiMitially the dilateil laids of the pviiiiitivt* diverticula ur of their 
lU'.iiii liranohes. 

Ill jM:unm:dia (Kulliker, No. 298 ) the cuds of ilie lirniioliial lulii^s 
become dilated into vesicles, which may be called the primary aii* cidLs. 
At iirst, owing to their di*vchipineiit at the ends of the broiiehial branches, 
these are contiiied to the siirfare of tlu! lungs. At a hiier periiul the 
primary air cells divide each into two or thrive ]iarts, and give rise to 
,s(*cniidary air cells, while at the same time the .smallest lirnnchial liihes, 
which cniiiiiine all the while io ilividi*, give rise at all points to Iresli air- 
(■c!lls. Filially the hroiicliial liilies cease to hccinnc iiuire braiiclu'd, and the 
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air-cells belonging to each minute loo© com© in their fui*ther growth to 
open into a common chamber. Before the lungs assume their function 
the embryonic air-cells undergo a considerable dilatation. 

The trachea and larynx. The development of the trachea and 
larynx does not require any detailed description. The larynx is formed as 
a simple dilatation of the trachea. The cartilaginous structures of the 
larynx are of the same nature as those of the trachea. 

It follows from the above account that the whole pulmonary 
structure is the result of the growth by budding of a system of 
branched hypoblastic tubes in the midst of a mass of raesoblastic 
tissue, the hypoblastic elements giving rise to the epithelium of the 
tubes, and the mesoblast providing the elastic, muscular, cartila- 
ginous, vascular, and other connective tissues of the tracheal and 
bronchial walls. 

There can be no doubt that the litn^s a n d air-bladder are homo- 
logous structur^ , and the very interesting^^memoir of Eisig orTtbe 
air-bMder of^e Chsetopoda^ shews it to be highly probable that 
they are the divergent modifications of a primitive organ, which 
served as a reservoir for gas secreted in the alimentary tract, the gas 
in question being probably employed for respiration when, for any 
reason, ordinary respiration by the gills was insufficient. 

Such an organ might easily become either purely respiratory, 
receiving its air from the exterior, and so form a true lung ; or mainly 
hydrostatic, forming an air-bladder, as in Ganoidei and Teleostei. 

It is probable that in t he Elasmobranch i i the air-bla dder h a,s 
become^ aborted , and the orgaiT^iscovered T)y TSTictlucho^l aclajTmay 
perhaps be a last remnant of it. 

The middle division of the mesenteron. 'J’be middle division of 
the mesenteron, forming the intestinal and eloacal region, is primitively 
a straight tube, the intestinal region of which in most Vertebrate 
embryos is open below to the yolk-sack. 

Cloaca. In the Elasmobranchii, the embryos of which probably 
retain a very primitive condition of the mesenteron, this region is not 
at first sharply separated from the postanal section behind. Opposite 
the point where the anus will eventually appear a dilatation of the 
mesenteron arises, which comes in contact with the external skin 
(fig. 28 E, an). This dilatation becomes the hypoblastic section of 
the cloaca. It communicates behind with the postanal gut (fig. 424 D), 
and in front with the intestine ; and mny he defined as the dilated 
portion of the alimentary tract which receives the genital and urinary 
ducts and opens externally hy the proctodasum. 

In Acipenser and Amphibia the cloacal region is indicated as a 
ventral diverticulum of the mesenteron even before the closure of 
the blastopore. It is shewn in the Amphibia at an early stage in 
fig. 73, and at a later period, when in contact with the skin at the 
point where the anal invagination is about to appear, in fig. 420. 

, ' H. Eisig, “ Ueb. d. Vorkommen eines schwinnnblasenahnlicHen Organs bei Anne- 
liden.’* MiUheil. a. d, zcoL Station z, }ieapet, Vol. ii. 1881. 
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111 bhu SiLurap.sIrhL and Mammalia tim olaaca appears as a dila- 
tation of the iiiifsuu- 
teron, Avhieli leueivos 
the ojiciiiji^- Ilf the 
allanteis ainin.st as 
.SuiiJi MS tile ]jii.sLij‘inr 
[r.irt Ilf th(! me.sonte- 
I'uii is established, 

Till! eventual 
changes which it un- 
flergui'S have been 
aln.-july dealt with in 
euiiiiectinn witJj the 
urinogenital rngjiiis. 

Intestine. Tbe 
region in frunt nf the 
cloaca forms the in- 
testine. In cMirtuiii 
Vertebrata it nearly 
retains its primitive character as a straight tube ; and in tliese types 
its anterior part is characterised by the presence of a peculiar luld, 
which ill a highly specialised condition is known as the spiral valve. 
This stnii hire jippears in its simplest form in Amnioccetcs. It there 
cniisists i.i‘ a folil in the Avail of the intestine, giving to the lumen 
nf tills liinal a souiilimar form in section, and taking a half 

spiiMl. 

Ill ElMsiiinlirMiichii a similar fold to that in Ainmom'tes first 
insikes its :iji|U‘iuaiJOe in llie einhrvo. This fold is liom the first 
nut qnile slraight, but winds in a lung spiral rniiiul the intestine. 
Ill the uiiiirse of development it becomes cunveitud into a strong 
ridge projecting into the lumen of the intestine (fig. -'IMS, 1 ). The 
spiral it makes becoines inucli elo.ser, and it thus ar(|uin‘s the fnriii 
of the adult spiral valve. A spiral valve is also tmind in I'liiniaM’a and 
Ganoids. No rinliiiiLMit of such an organ is foiiiid in the Teleostei, 
the Amphihia, nr the higher Vertebrata. 

The presence, uf thi.s peculiar organ appears to U* a very primitive 
Vertebrate eharacler. The intestine of Aseirliaiis exhibits exactly the 
same jiiH'uIiai ity as that of Ainniocaites, and we inay pruhably con- 
clude fruin L'lniiryology that the aneestval (.’liurdiita were ].irovidod 
with a straight iiitestiiie having a fold iirujecting into its liinicn, to 
increase tlie area uf the intestinal epitlieliiiin. 

In all fiirins in which there is imt a spiral valAa^, Avith the excep- 
tion of a few Teleostei, the intestine hecoiius cuiisidenihly longer 
than the cavity wliich contains it, and tlioivlure necessarily inorc or 
less ciiiivuJuted. 

'riie posterior part usually heenmes cniisiderahly enlarged tu furm 
the rcctiLin or in Mammalia the large iiilestiiie. 

In Ela.smohraiicliii there is a peenliar gland miening into the 
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dorsal sido of tlu* rectimi, and in many oilior forms there is a caciim 
at the (aiinniuMcemeiit of the reetiini or of the hir^e intestine. 

In Tideostei, the Sturgeon and LepldosteUvS there opens into the 
front end ot llie intestine a nnnd)er of ca‘cal pouches known as 
the pancreatic ca'ca. In the adult Sturireon these pouches unite to 
foi'iii a CDinpact ‘,dand, but in tin; embryo tliey arise as a series of 
isolated oiit^i’owths of the duodenum. 

(Jomifcted with the anterior portion of the middle region of the 
alimentary canal, which may be called the duodenum, are two very 
important and constant glandular organs, the liver and the pancreas. 

The liver. The liver is the earliest formed and largest glandular 
organ in the embryo. 

It appears in its simplest form in Amphioxus as a single un- 
brancheil diverticulum of the alimentary tract, immediately behind 
tlu^ respiratory region, which is directed forwards and placed on the 
left si lie of the body. 

Ill all true Veitebrata the gland has a much more complicated 
structure. It arises as a ventral outgrowth of the duodenum (Hg. 
12(1, 1). This outgrowth may be at first single, and then grow out 
into two lobes, as in Elasraobranchii (fig. 421) and Amphibia, or have 
from the first the form of two somewliat iineipial diverticula, as in 
Birds (fig. 422), or again as in the Rabbit (Kollilcer) one diverticulum 
may be first formed, and a second one appear somewhat later. The 

hepatic diverticula, whatever may he 
their primitive form, grow into a 
special thickening of the splanchnic 
in es oblast. 

From the primitive diverticula 
there are soon given off a number of 
hollow buds (fig. 421) which rapidly 
in crease in length and number, and 
form the so-called hepatic cylinders. 
"Jdiey soon anastomose and unite 
together, and so constitute an ir- 
regular network, (yoincideiitly with 
the form at ion of the hepatic network 
the united vitelline and visceral vein 
or veins {n.v), in tlieii- passage through 
the liver, give off numerous bran- 
ches, and gradually break up into a 
]»lexus of channels which form a 
siaoudaTy network amongst the he- 
patic cylinders. In Amphibia these 
channels are stated by Gotte to be 
lacunar, but in ElasniobiMiichii, and 
probably Veitebrata generally, they 
are from the hist provided with dis- 
tinct though ilelicate avails. 
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It is still cluulitful whether the he|)atic cylinders >ire as n rule 
hollow or solid. In Elasiiiohraiichii they are at first provided with a 
ljirj|fe lumen, wliieh thoiii^h it hecoines gradually smaller never entirely 
vaiiislies. The siiiiu; seems to hold good for Amphibia and some Mam- 
malia. Ill Aves the lumen of the cylinders is even from the first 
mneh inoie difficult to see, and the cylinders are stated by Keiiiak to be 
solid, and he has been followed in this matter by Kulliker. In the Ilabbit 
also Kulliker finds the cylinders to bii solid. 

The embryonic hepatic network gives rise to the parenchyma of the 
adult liver, with which in its general 
arrangement it closely agrees. The 
blood -channels are at first very large, 
ami have a very irregular arrange- 
ment; and it is nut till compara- 
tively late that the hepatic lobules 
with their characteristic vascular 
structures become established. 

The biliary ducts are formed 
either from some of the primitive 
hepatic cylinders, nr, as would seem 
to be the case in Elasmobraiicbii 
and Birds (fig. 422), from the larger 
diverticula of the two primitive out- 
growths. 

The gall-bladder is so inconstant, 
and the arrangement of tin* ducts 
npeniiig into the intestine so varia- 
ble, that no general statements can 
he made about them. In Elasino- 
hramhii the primitive median di- 
vertieiiliim (lig. 421) gives rise to the ductus chuledochus. Its 
anterior einl dilates to form a gall-ldadder. 

In the Rabbit a ductus eboledoidius is formed by a diverticulum 
from the intestine at the point of insertion of the two priinitivo 
lobes. The gali-ldadder arises as a diverticuhiin of the right [u imitive 
lube. 

The liver is relatively very large during embryonic life and lias„ 
110 doubt, important functions in connection with the circulation. 

The pancreas. So far as is known the development of the pan- 
creas takes place on a very constant tyjie tbroiigbout the series of 
craniale Vertebrata, tlioiigli absent in some id" the ^Tideostean ti.sbes 
and I'jelostomfita, and very niiicb reduced in most Teleostei and in 
IV'troiuyzon. 

it ;iiise.s m*arly at the same time as the liver in the form of a 
liidlow outgrowth iVom the dorsal sidi* of the intestine nearlv oyi|io- 
sile, but slighti y be.biml the hepatic outgrowLli (tig. 422, p). It soon 
assumes, in Elasinobrancliii and Mammalia, snmewbat the form of 
an inverted funnel, and from the expanded dorsal part of the funiiid 



Fio. 422. DiAnRA.M df the niiiKS- 

TIVK TRACT DF A CllICK UPON THE 
FoiJiiTii DAY. (After Giitte ) 


The hliiek line iniliniitea the hypo- 
hlaKl. Tlio Kliaileil jiart around it in 
the Hplancluiic iiiesuhliist. 

fr/. luD^; HiuiiuicU; pancrcaB; 
1 . liver, 
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then.! gviAv out numcroii« IiuIIdw iliverticula into tin? pMssivu wplaiuli- 
II ii- niLSuMast. 

As tlui dnnliiles gjow lunger and beeuine In aiielied, vascular pru- 
cosses grow in liebweeu tlioin, and the whole lunns a conijiact glaii- 
ilidar body in the inosentcrv uii the dorsal side of the alimentary 
tract. The I’uniiel-shaped reei'ptaclc loses its original form, and elon- 
gating, assumes the char.-icl er of a duet. 

From the above mode of develojmient it is clear that tlie glan- 
dular cells of the pancreas are derived from the hypoblast. 

Into the origin of the varying aiTangemoiits ot tlie pancreatic 
ducts it is not possible to enter in detail. In some cases, e.g. the 
Rabbit (Kdllikor), the two lobes and ducts arise from a division of 
the primitive gland and duct. In other cases, e.g. the Bird, a 
second diverticulum springs from the alimentary tract. In a large 
number of instances the primitive condition with a single duct is 
retained. 

Fostanal section of the mesenteron. In the emhryf)s of all the 

Chordata there is a section of the mesenteron placed behind the 
anus. This section invariably atrophies at a comparatively early 
periiid of embryonic life; but it is much better developed in the 
lower |■|‘^m.s than in the higher. At its posterior extremity it is pri- 
mitively cniitiimous with the neural tube (fig. 420), as was first shewn 
by Kowalevsky. 

The canal connecting the neural and alimentary canals lias 
alreii'ly been described as the neurenteric canal, and represents the 
remains of the blastopore. 


Ill tlu; Timictitii the section of the mespiitcioii, wliii-li in all ]iii)li!ihiliLy 
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corresponds to the po.staual gut of the 
Vertebrata, is that iiimieiliately following 
the dilated portion wliieli gives rise to the 
branchial cavity and pernr.inent intestine. 
It has already heeii shewn that from the 
dorsal and lateral portions of this seutinii 
of the primitive alimeotary tract the noto- 
chord and muscles of tin* Ascidiaii tiid|,‘nle 
are dLuived. 'flie remaining part of its 
walls forms a soliil cord of cells (tig. 4'2'h 
al'), which either atinpliics, or, iiiieording 


r.llYJ lir PuALLISlA 
( Aft f V Iv 0 w 111 c V s Ivy . ) 

The scRtiuo is fioiii iui ciTibiyi) 
of tliE Htiriie ago ns fig. H iv. 

c/f. nntoulionl ; ?i.c. neural 

canal; in<>. inesoldast ; aV. hyiiu- 
lilast of tail. 


to Kowalevsky, gives lise to Ivlood-vessels. 

In Amphioxus the. imstanal giit, thoiij;;h 
distinctly developed, is not viTy long, and 
atrophies at a eomiiaiativel v early period. 

ill Ehismolirancliii this section of the 
alimentary tract is >'ery widl developed. 


and persists for a coiisiderahle period of 


emhryouic life. The following is a liistory of its development in tin? genus 


Seylliiim. 

Shortly after the stage when the amis has become marked out by the 
alimentary tract sending down a papilliform pn cess toward-s the .skin, the 


ALIMENTARY CANAL. 


(I'.ir) 


postanal gut begins to develop a tcniiinal ililatatiou or \ e.su'li*., L'oimiu’tL'il 
with the remainder of the canal by a. imiTower stalk. 

The walls both of the vesicle -.mil stalk an*, ibi uied of a fairly culuiiiiLar 
epithelium. The vesicle coiniiiiiiiicate.s in front by a inirrow passage witli 
the neural canal, anti bobiml is con tin tied imu two bonis correspoinliiig 
with the two caudal swellings previously .S])r)ken of (p. 15). Where the. 
canal is continued into these two boms, its walls lose tbeir ilisLineLiiess 
of outline, and become continuous with the ailjactuit niesuldast. 

In the succeeding stages, as the tail grows longer and lunger, the post- 
anal section of the alimentary tract grows with it, widinut however iinrler- 
going alteration in any of its essential characters. At the pirioil of the 
maximum development, it has a length of about .* of that nl tin; wbidi; 
alimentary tract. 

Its features at a stage shortly before the external gills have become 
prominent are illustrated by a series of transverse sections through the 
tail (tig. 424). The foursec- 
Lions have been selected for 
illustration out of a fairly- 
coniplete scries of about one 
hundred and twenty. 

Posteriorly (A) there is 
pre.seut a terminal vesicle 
(ah) '25 mm. in diameter, 
which communicates dorsally 
by a narrow opening with 
the neural canal (nc) ] to 
this is attracliod a stalk in 
the form of :i Lulu;, also lined 
by Loluiniiiii' epithelium, and 
extending tbrougli about 
thirty sections (B al). Its 
average diameter is about 
'OB 4 mm., and its walls are 
very thick. Overlying its 
front end is the siibnoto- 
cliordal rod (.r), but this dues 
not extend us fur back as the 
terminal vtrsiclo. Fn;. 421. Foen .skutkjnh TiiiLnciiu tiij;: mist- 



The thick-walled stalk of 
the vesicle is connected with 
the cloucal section of the ali- 
mentary tract by a veiy iiur- 
ro w thin-walled tube (0 al). 
This for the iiinst part bus a 
fairly nniforni calibre, uinl a 
diuiiieler of not mure tlnm 


ANAIi TAUT OV THK TAIL OF AN EMBRYO OF TUE SAME 
AOE AS FIO. 28 F. 

A is tbs iJH.siQriiir surdion. 
nc. iiuural u.aiial; rr/. ijiist-uiial rtfr. l■!llltbd 
vpsiclo of post-ninil pfut ; .r. siilimitiu'lioril veil; mp. 
muscle-plato ; ch. noloubonl ; \:I. ti{. cluiica; uu. 
aoita; v. cau. caudtil vuiu. 

035 mill. Its walls are ffirmrrl of Hattened 


epitli filial celbs. At a point not far from the clurica it becomes .'-mailer, 
uiid its diameter falls to 03 mm. In front of this point it rapidly dilutes 
again, and, after becoming fairly wide, opens on the dorsal .siflo of the 
cloacal section of the alimentary canal ju.st behind the anus (f.) fU). 

Very shortly after the stage to which the above figures belong, at a 
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|iniiit i\ littlu boliind tlio amis, whore the postaiial section of the cunal 



Fiis. I)iAr;iiA:\r^rATiL. rexfiiTiMtiNAL sei’tiox TiiiinTTiin the iMiSTEiiinn knu 

UK AN EAIlillVn lilKli AT THE TIME OF THE FlIIlMATHiN UK THE AlEAN'I’III S. 

f'ji. njiibliist; Sji.r. ch. notnchnivl ; ii.tK iifinreiitorii! caniil ; hj/. hypo- 

liliisL; p.fi.ti. iiDslaiiiil ^iit ; pr. l eiiiiuiis of priiiiiLivn sLii-ak foldoLl in on the veiiiiiil 
siile; of. alliiiitiiis ; nn’. siilaiieliiiic mesolila.st ; rri<. point whore aiins will Iju foriucil ; 
jj.f. perivisoeral ciivily; tiai. amiiioti; HoiiiatopleHiL'; sp. splaucliiioplouie. 

was tliiiniest in the previous stage, it bccomesi solid, ami a rupture here 
occurs in it at a slightly later jierioil. 

The alrophy nf this part of the alimentary tract having on re cnmmenceil 
pvoceeils rapidly. The ]inst(U*ior part lii-.st boi’ome.s reduced to a small 
rudinnait near the end of tht? tail. 'I'liere is no hmgi‘r a ti*rininal vesicle, 
iiLir a iieiirenterio canal. Tbe piirlion of the postanal section of the 
alimentaiy tract, just hehiiid the cloaca, is for a short time repicspiited 
by a small rudiiu(3nt of the lUlaLed part which at an earlier perioil opened 
into the cloaca. 

Ill Tcleostci the vesicle at tin? end of the tail, discovered hy Ku idler, 
(fig. .'14, htjv) is proliahly the etpiivaleiit of the vesicle at the end of the 
postanal gut in hhasimjhranchii. 

In i’etromyzuii and in Arnphiliia then? is a well-develo]ied jiristanal 
gut ciiniiecled with a neiireiitecic canal wliich gradually atrojihies. It is 
shewn in the endirvfi of Ihnuhiiiator in fig. 420. 

Amongst the aiiiniotic Vei Lehrata tlie postanal gut is less dev^eloped 
than in the Ichtliynpsida. A iieiireiiteric canal is pri?scnt fur a short 
]u?riial in various Jliiils ((liisscr, etc.) and in tin* Lizard, hut disappears 
A'crv eaily. There is huwevi*r, as has been poinlial out by Kiilliki?r, a well 
iiiai’ked postanal gut continned as a narrow tiilM* firmi lieliind tin? idoaca 
into the tail both in the llird (fig. 42:4, p.ri.r/.) wnd Mammals (Mu; llabbit), 
but e.sp(‘ci.dly in tin- latter. It alrnpliics early as in luwer fnriiis. 

The morphological signifii anci? of the ])ostanal gut and of the iicurcii- 
toriu canal has already heioi .spoken of in Ohaijter ail, p. 267. 

The Stum.whriniL 

'"riic anterior siMd/mii of llii; piTinarien t arnnentaiy tract is forini'd 
hy an invagination id’ cjjililast, c nisLitiiting a. more or less cousidur- 
ablc pit, Avith its inner wall in conLuut with the bliinl ariLuiior 
1‘Xliuniity of tin; alimentary tract. 
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In Ascidians this pit is placed on the dorsal surfaeu i), o), and 
becomes the perinanent oral f‘.avity of these forms. In the larva of 
Ainpluoxus it is stated to he funned nrisymmt.‘lj ie;dly {vide p. a), hut 
further ohservatioiia on ita dcvelo])ment ari^ reipiirerl. 

In the true Vertebrata it is always formed on the ventral surfMce 
of the head, immediately behind the level of I ho fore-brain (lio . 4:21)), 
and is deeper in Petromyzon (fi^. 410, m) than in any other known 
form. 

From the primary buccal cavity or stomiulieuin there grows out 
the pituitary pit (hg. 420, pt\ the de- 
velopment of which has already been ; , ’ v i 

The wall separating the stomodijeuin ' 
from the im'senteroii always becomes Jn ; 

perforated, usually at an early stage of ^ i, 

development, and though in Petromyzon WL 'iVl’l' 

the houndary between the two cavities ; 

remains indicated by the velum, yet in ii- ^ 

the higher Vertebrata all trace of this 

boundary is lost, and the original limits J^ir/ ^ r 

of the primitive buccal cavity become >/ i i 

obliterated; while a secondary biiccjil . 

cavity, partly lined by hypoblast and Fiu. 42G. Longitudinal sec- 
partly by epiblast, becomes established. tion THiinernr no: duain nv a 
T his cavity, apart from the organs Piiistii;iii:.s joAuntYD. 

which belong to it, presents important eeX’al“SL«?"™‘rtc'j 

variations iti structure, in most Pisces Riand; In. iiifundilniium; pt. 

it retains a fairly simple character, but ingrowth from mnuth tu funii 

ill the l)i])noi its outer boundary becomes pituitary mul- 

I , / , lirain; ch. ceipbtillum; ch. nnto- 

cxteilded so as to enclose the ventral chnnl; «/. alimentary tract; irrrr. 
opening of the nasal sack, which thence- artiry of mandibular arch, 
forward constitutes the posterior nares. 

In Amphibia and Aiiiniota the posterior nares also open well 
within the boundary of the buccal cavity. 

Ill the Ainniota further important changes take place. 

In the first place a plate grows inwards from (‘acli of tlie supe- 
rior maxillary processes (lig, 427, p), and the two plates, meeting iu 
the middle line, form a liorizontal septum dividing tlie front ])art of 
the primitive buccal cavity into a dorsal respiratory section (/t), 
containing the opening of the posterior naves, and a ventral cavity, 
forming the permanent mouth. The two divisions thus formed open 
into a common cavity behind. The horizontal septum, on tin? ile- 
velopnient within it of an osseous plate, constitutes the hard palate. 

All iiiteriiasal septum (fig. 427, e) may more or less completely 
divide tlie ilovsal cavity into two canals, continiuuis respectively 
Avith the two na^al ca vilies. 

In Mammalia a pu.slerior jiroloiigatiou of the pahile, in Avhicli an 
osseous plati? is not formed, constitutes the soft palate. 


Fiu. 42G. Longitudinal sec- 
tion THimernr the ioiain nr a 
Young Piiisth;iii:.s j:.mjikvl). 

cer. unpaired rudimimt of tho 
Cerebral hemispheres ; pn. piiiLuil 
gland; In. infundibiilum; pt. 
ingrowth from mnuth tu furiii 
the pituitary body; mh. mid- 
brain; ch. ceipbellum; ch. nnto- 
cbnrd; «/, alimentary tract ; Inti. 
artiry of mandibular arch. 
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The second change in the Amniota, which also takes place in 
some Amphibia, is caused by the section of the mesenteron into 

which the branchial pouches open, be- 
coming, on the atrophy of these struc- 
tures, converted into tne posterior part 
of the buccal cavity. 

The organs derived from the buccal 
cavity are the tongue, the various sali- 
vary glands, and the teeth ; but the lat- 
ter alone will engage our attention here. 

The teeth. The teeth are to be 
regarded as a special product of the 
oral mucous membrane. It has been 
shewn by Gegenbaur and Hertwig that 
in their mode of development they es- 
sentially resemble the placoid scales of 
Elasmobranchii, and that the latter 
structures extend in Elasmobranchii 
for a certain distance into the cavity of 
the mouth. 

As pointed out by Gegenbaur, the teeth are therefore to be 
regarded as more or less specialised placoid scales, whose presence in 
the mouth is to be explained by the fact that the latter structure is 
lined by an invagination of the epidermis. The most important 
developmental point of ditference between teeth and placoid scales 
consists in the fact, that in the case of the former there is a special 
ingrowth of epiblast to meet a connective tissue papilla which is not 
found in the latter. 

Although the teeth are to be regarded as primitively epiblastic struc- 
tures, they are nevertheless found in Teleostei and Ganoidei on the hyoid 
and branchial arches ; and very possibly the teeth on some other parts of 
the mouth are developed in a true hypoblastic region. 

The teeth are formed from two distinct organs, viz. an epithelial cap 
and a connective tissue papilla. 

The general mode of development, m has been more especially shewn 
by the extended r«*searclies of Tomes, is practically the same for all Verte- 
brata, and it will be convenient to describe it as it takes place in Mam- 
malia. 

Along the line where the teeth are about to develop, there is formed 
an epithelial ridge projecting into the subjacent connective tissue, and 
derived from the innermost columnar layer of tlie oral epithelium. At 
the jK>ints where a tooth is about to be formed this ridge undergoes special 
changes. It becomes in the first place somewhat thickened by the develop- 
ment of a number of rounded cells in its interior ; so that it becomes 
constituted of (1) an external layer of columnar cells, and (2) a central 
core of rounded cells; both of an epithelial nature. In the second place 
the organ gradually assumes a dome-shaped form (fig. 428, e), and covers 
over a papilla of the subepithelial connective tissue (p) Which has in the 
meantime been develo[)ed. 



Fio. 427. Diagram shewing 

THE DIVISION OF THE PRIMITIVE 
BUCCAD CAVITY INTO THE KESPI- 
RATORY SECTION ABOVE AND THE 
TRUE MOUTH BELOW. (FtODI Gc- 

genbaur.) 

p, palatine plate of superior 
maxiUary process ; m. permanent 
mouth ; r/. posterior part of nasal 
passage; r. internasal septum. 
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From the above epithelial structure, which may -be called the enamel 
organ, and from the papilla it covers, which may be spoken of as the 
dental papilla, the whole tooth is developed. After these parts have 
become established there is formed round the rudiment of each tooth a 
special connective tissue capsule ; known as the dental capsule. 

Before the dental capsule has become definitely formed the enamel 
organ and the dental papilla undergo important changes. The rounded 
epithelial cells forming the core of the 
enameh organ undergo a peculiar transfer- A 

mabion into a tissue closely resembling or- / A 

dinary embiyonic connective tissue, while 
at the same time the epithelium adjoining 
the dental papilla and covering the inner 
surface of the enamel organ, acquires a some- 
what different structure to the epithelium 
on the outer side of the organ. Its cells 
become very markedly colunmar, and form 
a very regular cylindrical epithelium. This 
layer alone is concerned in forming the 
enamel. The cells of the outer epithelial 
layer of the enamel organ become somewhat 
flattened, and the surface of the layer is 
raised into a series of short papilhe whicli 
project into the highly vascular tissue of 
the dental sheath. Between the epithelium 
of the enamel organ and the adjoining con- 
nective tissue there is every wliere present 
a delicate membrane known as the mem- Fm. 428 . Diagram shewing 
braiia prseformativa. i>evei,opment of the teeth. 

The dental papilla is formed of a highly 
vascular core and a nou-vascular superficial organ. ^ ^ 

layer adjoining the inner epithelium of the 

enamel organ. The cells of the superficial layer are arranged .so as almost 
to resemble an epithelium. 

The first formation of the hard structures of the tooth commences at 


p. dental papilla; e. enamel 


the apex of the dental papilla. A calcification of the outermost layer of 
the papilla sets in, and results in the formation of a thin layer of dentine. 
Nearly simultaneously a thin layer of enamel is deposited over this, 
from the inner epithelial layer of the enamel organ (fig. 428). Both 
enamel and dentine continue to be depo.sited till tlie crown of the tooth 
has reached its final form, and in the course of this process the enamel 
organ is reduced to a thin layer, and the whole of the outer layer of the 
dental papilla is transformed into dentine — while the inner portion remains 
as the pulp. 

The root of the tooth is formed later than tlie crown, but the enamel 
organ is not prolonged over this part, so that it is only formed of dentine. 

By the formation of the root the crown of the tooth becomes pushed 
outwards, and breaking through its sack projects freely on the surface. 

The part of the sack which surrounds the root of the tooth gives rise 
to the cement, and becomes itself converted into the periosteum of the 
dental alveolus. 


The general development of the enamel organs and dental papillee is 
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shewn in the dia^m (fig, 428). From the epithelial ridge three enamel 
organs are represented as being developed. Such an arrangement may 
occur when teeth are successively replaced. The lowest and youngest 
enamel organ (e) has assumed a cap-like form enveloping a dental papilla, 
but no calcification has yet taken place. 

In the next stage a cap of dentine has become formed, while in the 
still older tooth this has become covered by a layer of enamel. As may be 
gathered from this diagram, the primitive epithelial ridge from which the 
enamel organ is formed is not necessarily absorbed on the formation of a 
tooth, but is capable of giving rise to fresh enamel organs. When the 
enamel organ has reached a certain stage of development, its connection 
with the epithelial ridge is ruptured (fig. 428). 

The arrangement represented in fig. 428, in which succesiitive enamel 
organs are formed from th<j same epithelial ridge, is found in most Verte- 
brata except the Teleostei. In the Teleostei, however (Tomes), a fresh 
enamel organ grows inwards from the epithelium for each successively 
formed tooth. 

The Proctodwum, 

In all Vertebrata the cloacal section of the alimentary tract 
which receives the urinogenital ducts is placed in communication 
with the exterior by means of an epiblastic invagination, constituting 
a proctodaeum. 

This invagination is not usually very deep, and in most instances 
the boundary wall between it and the hypoblastic cloaca is not 
perforated till considerably after the perforation of the stomodseum ; 
m Petromyzon, however, its perforation is effected before the mouth 
and pharynx are placed in communication. 

The mode of formation of the proctodreum, which is in general 
extremely simple, is illustrated by fig. 420 an. 

In most forms the original boundary between the epiblast of 
the proctodaeum and the hypoblast of the primitive cloaca becomes 
obliterated after the two have become placed in free communication. 


am 



e 


FlO. 429 . DlAOnAMMATlC LONGITUDINAL SECTION THBOUOH THE P08TKBI0R END 
or AN SMBBTO BiBD AT THE TllfB 07 THE FOBMATION 07 THE AlLANTOIS. 
ep, epiblast; Sp,e, spinal canal; ch, notochord; n,e, neurenteric canal; hy* hypo- 
blast; p,a,g, postan^gut; pr. remains of primitive streak fold^ in on the ventral 
side; at, allantois; me, mesoblast; an, point where anus will be formed ; f*c, peri- 
visceral cavity; am, amnion; so, somatopleure ; ep, splanohuopleure. 
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In Birds the formation of the proctodeeum is somewhat more coinpli- 
cated than in other types, owing to the outgrowth from it of the bui-sa 
FabriciL 

The proctodfiBum first appears when the folding off of the tail end of 
the embryo commences (fig. 429, an) and is placed near the front (originally 
the apparent hind) end of the primitive streak. Its position marks out 
the front border of the postanal section of the gut. 

The bursa Fabricii first appears on the seventh day (in the chick), as a 
dorsal outgrowth of the proctodaeum. The actual perforation of the sej)- 
tum between the proctodseum aiid the cloacal section of the alimentary tract 
is not effected till about the fifteenth day of fcetal life, and the approxi- 
mation of the epithelial layers of the two organs, preparatory to their 
absorption, is partly effected by the tunneling of the niesoblastic tissue 
between them by numerous spaces. 

The hypoblastic section of the cloaca of birds, which I'eceives the open- 
ings of the urinogenital ducts, is permanently marked off by a fold from 
the epiblastic section or true proctodaeum, with which the bursa Fabricii 
communicates. 
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Abdominal muscles, 557 
Abdominal pore, 514, 616 
Acipenser, development of, 84; affinities 
of, 98 ; comparison of gastrula of, 233 ; 
pericardial cavity of, 515 
Actinotrocha, 307 

Air-bladder of Teleostei, 63 ; Lepidosteus, 
97 ; blood supply of, 530 ; general ac- 
« count of, 627 ; homologies of, 630 
Alciope, eye of, 394 
Alisphenoid region of skull, 469 
Alimentary canal and appendages, deve- 
lopment of, 620 

Alimentary tract of Ascidia, 15 ; Molgula, 
18; Fyrosoma, 20; Salpa, 26 ; Elasmo* 
branchii,43; Teleostei, 60; Petromyzon, 
77, 79; Acipenser, 91; Amphibia, 107, 
112 ; Chick, 139 ; respiratory region of, 
623 ; temporary closure of oesophageal 
region of, 624 

Allantois,development of in Chick,159, 164 ; 
blood-vessels of in Chick, 160 ; Lacerta, 
170, 173 ; early development of in Babbit, 
190, of Guinea-pig, 220 ; origin of, 257. 
See also ‘ Placenta ' and ‘ Bladder.* 
Alternation of generations in Ascidians, 
origin of, 29; in Botryllus, 29; Pyro- 
Boma, 30; Salpa, 30; Doliolum, 30 
Alytes, branchial chamber of, 112 ; yolk- 
sack of, 115 ; branchisB, 116 ; Mttllerian 
duct of, 585 

Ambly stoma, ovum of, 99 ; larva of, 117, 
118 

Amia, ribs of, 463 

Ammocoetes, 78 ; metamorphosis of, 81 ; 
eye of, 409 

Amnion, early development of in Chick, 
154; later history of in Chick, 163; 
Lacerta, 169, 173 ; Babbit, 190 ; origin 
of, 255, 257 

Amphibia, development of, 99 ; viviparous, 
100 ; gastrula of, 231 ; suctorial mouth 
of, 263; cerebellum of, 850; infundi- 
bulum of, 855 ; pineal gland of, 857 ; 
cerebrum of, 861 ; olfactory lobes of, 
, 866 ; nares of, 489 ; notochord and its 
sheath, 452 ; vertebral column of, 456 ; 


ribs of, 463 ; branchial arches of, 478 ; 
mandibular and hyoid arches of, 479; 
columella of, 479; pectoral girdle of, 
496; pelvic girdle of, 498; limbs of, 
509 ; heart of, 525 ; arterial system of, 
531 ; venous system of, 538 ; excretory 
system of, 582 ; vasa efferentia of, 586 ; 
liver of, 632 ; postanal gut of, 636 ; 
stomodfiBum of, 639 
Amphiblastttla larva of Porifera,* 285 
Amphioxus, development of, 1; gastrula 
of, 229 ; formation of mesoblast of, 243 ; 
development of notochord of, 248 ; head 
of, 260; spinal nerves of, 880; ol- 
factory organ of, 438 ; venous system of, 
535; transverse abdominal muscle of, 
555 ; generative cells of, 615 ; liver of, 
632 ; postanal gut of, 634'; stomodeeum 
of, 639 

Amphistylic skulls, 476 
Angular bone, 488 
Anterior abdominal vein, 587 
Anura, development of, 100 ; epiblast of, 
103 ; mesoblast of, 105 ; notochord of, 
105 ; hypoblast of, 107 ; general growth 
of embryo of, 108 ; larva of. 111 ; ver- 
tebral column of, 458 ; mandibular arch 
of, 481 

Anus of Amphioxus, 6 ; Ascidia, 15 ; Py- 
roBoma, 23 ; Salpa, 26 ; Elasmobranchii, 
47 ; Amphibia, 108, 109 ; Chick, 139 ; 
primitive, 268 

Appendicularia, development of, 28 
Aqueductus vestibuli, 427 
Aqueous humour, 409 
Arachnida, nervous system of, 887; eye 
of, 396 

Area, embryonic, of rabbit, 180 ; epiblast 
of, 181 ; origin of embryo from, 188 
area opaca of Chick, 124 ; epiblast, hypo- 
blast, and mesoblast of, 132 
area pellucida of Chick, 124 ; of Lacerta, 
167 

area vasculosa of Chick, 161 ; mesoblast 
of, 138 ; of Lizard, 178 ; J^bbit, 188, 
190 

Arteria centralis retinse, 414 
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Arterial aystem of Petromyzon, 80 ; con- 
stitiition of in embryo, 829 ; of Fishes, 
880; of Amphibia, 581; of Amniota, 
532 

Arthropods, head of, 260; nerrous system 
of, 337 ; eye of, 895 ; excretory organs 
of, 567 

Articular bone of Teleostei, 478 ; of Sau< 
ropsida, 484 

Ascidia, development of, 8 
Ascidians. See ‘Tunicata* 

Ascidiozooids, 21 

Atrial cavity of Amphioxus, 6 ; Ascidia, 
16 ; I^prosoma, 20 

Atrial pore of Amphioxus, 6 ; Ascidia, 17 ; 

Pyrosoma, 23 ; Salpa, 27 
Auditory capsules, ossifications in, 489, 
490 

Auditory involution of Elasmobrancbii, 
47 ; Teleostei, 69 ; Petromyzon, 73, 76 ; 
Acipenser, 87 ; Lepidosteus, 94 ; Am- 
phibia, 105 ; Chick, 141 
Auditory nerve, development of, 377 
Auditory organs, of Ascidia, 13 ; of Salpa, 
26 ; of Ammocoetes, 80 ; Ganoidei, 89, 
94 ; of Amphibia, 105 ; of Aves, 141 ; 
general development of, 422 ; of aquatic 
forms, 422 ; of land forms, 423 ; of 
OcBlenterata, 423 ; of Molluscs, 424 ; of 
Crustacea, 425; of Yertebrata, 425; of 
Cyolostomata, 73, 76, 426 ; of Teleostei, 
Lepidosteus and Amphibia, 426 ; of 
Mammalia, 427 ; accessory structures of, 
435 ; of Tqnicata, 436 
Auriculo-ventricular valves, 628 
Autostylic skulls, 476 N' 

Aves, development of, 120 ; cerebellum of, 
351; midbrain of, 352; infundibulum 
of, 865 ; pineal gland of, 357 ; pituitary 
body of, 359; cerebrum of, 361; ol- 
factory lobes of, 866 ; spinal nerves of, 
874 ; cranial nerves of, 374 ; vagus of, 
377; glossopharyngeal of, 377; verte- 
bral column of, 459 ; ossification of 
vertebral column of, 460; branchial 
arches of, 472, 473 ; pectoral girdle of, 
495; pelvic girdle of, 499; heart of, 
523; arterial system of, 632; venous 
system of, 541 ; muscle-plates of, 552 ; 
excretory organs of, 588; mesonephros 
of, 589 ; pronephros of, 691 ; Milllerian 
duct of, 591, 593; nature of prone- 
phros of, 594 ; connection of MtQleiian 
duct with Wolffian in, 594 ; kidney of, 
595 ; lungs of, 629 ; liver of, 632 ; post- 
anal gut of, 636 

Axolotl, 117, 118 ; ovum of, 99 ; mid- 
brain of, 352 ; mandibular arch of, 479 

Basilar membrane, 432 
Basilar plate, 466 
Basiptezygium, 502 
Basisphenoid region of skull, 469 
Bilateral symmetry, origin of, 308—810 


Bile duct, 633 

Bladder, Amphibia, 108; of Amniota, 598 
Blastodermic vesicle, of Babbit, first 
development of, 179 ; of 7th day, 183 ; 
Guinea-pig, 219 ; meaning of, 242 
Blastoderm of Pyrosoma, 20; Elasmo- 
branchii, 34; Chick, 124; Lacerta, 167 
Blastopore, of Amphioxus, 2; of Ascidia, 
9; Elasmobrancbii, 35, 44, 51; Petro- 
myzon, 71; Acipenser, 86; Amphibia, 
103, 108; Chick, 127; Babbit, 178; 
true Mammalian, 187 ; comparative 
history of closure of, 236, 240; sum- 
mary of fate of, 281; relation of to 
primitive anus, 268 
Blood-vessels, development of, 520 
Body cavity, of Ascidia, 18; Molgula, 18; 
Salpa, 26; Elasmobrancbii, 39; of Te- 
leostei, 60; Petromyzon, 77; Chick, 
140; development of in Chordata, 269 ; 
views on origin of, 294—297, 310; of 
Invertebrata, 512; of Chordata, 513; of 
head, 557 

Bombinator, branchial chamber of, 112 ; 

vertebral column of, 468 
Bonellia, excretory organs of, 667 
Bones, origin of cartilage bones, 447 ; 
origin of membrane bones, 447; develop- 
ment of, 448; homologies of membrane 
bones, 487; homologies of cartilage 
bones, 489 

Brachiopoda, excretory organs of, 563; 

generative ducts of, 617 
Brain, of Ascidia, 10, 13; Elasmobran- 
chii, 46, 48, 49; Teleostei, 62; Petro- 
myzon, 73, 76; Acipenser, 87; Lepi- 
dosteus, 93; early development of in 
Chick, 141; flexure of in Chick, 145; 
later development of in Chick, 146; 
Babbit, 190; general account of deve- 
lopment of, 345; flexure of, 346; histo- 
geny of, 347 

Branchial arches, prseoral, 470; disap- 
pearance of posterior, 472 ; dental plates 
of in Teleostei, 41 relation of to 
head cavities, 471 : se^ * Visceral arches' 
Branchial chamber of Amphibia, 112 
Branchial clefts, of Amphioxus, 6; of 
Ascidia, 15, 17; Molgula, 19; Salpa, 
27; of Elasmobrancbii, 47, 48, 49, 50; 
Teleostei, 62; Petromyzon, 74, 79; Aci- 
penser, 87; Lepidosteus, 94, .96; Am- 
phibia, 109, 110; Chick, 147; Babbit, 
191; pneoral, 259, 265; of Inverte- 
brata, 270; origin of, 270 
Branchial rays, 473 

Branchial skeleton, develojnnent of, 471, 
486 ; of Petromyzon, 79, 269, 471 ; of Icb- 
thyopsida, 472; dental plates of in Tele- 
ostei, 473; relation of to head cavities, 
471 

Brancbiie, external of Elasmobranohii, 50, 
51; of Teleostei, 62; Acipenser, 88; 
Amphibia, 105, 110, 112 
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Brood-pouch, of Saipa, 24; Teleostei, 55; 
Amphibia, 100 

Brown tubes of Gephyrea, 566 
Bulbus arteriosus, of Fishes, 524; Am- 
phibia, 525 

Bursa Fabricii, 139, 641 

Ganalis aorioularis, 525 
Caualis reuniens, 429 
OapitellidsB, excretory organs of, 563 
Carcharias, placenta of, 54 
Cardinal vein, 536 
Carnivora, placenta of, 207 
Carpus, development of, 509 
Cartilage bones of skull, 489; homologies 
of, 489 

Cat, placenta of, 207 

Caudal swellings of Elasmobranchii, 38, 
45; Teleostei, 58; Chick, 136, 141 
Cephalic plate of Elasmobranchii, 45 
Cephalochorda, development of, 1 
Cephalopoda, eyes of, 3S9 — 393 
Cerebellum, Petromyzon, 76; Chick, 146; 
general account of development of, 349, 
350 

Cerebrum of Petromyzon, 76, 81; Chick, 
145; general development of, 353, 360; 
transverse fissure of, 364 
Cestoda, excretory organs of, 561 
Cetacea, placenta, 212 
Chffitognatha, nervous system of, 289; 
eye of, 894; generative organs of, 612; 
generative ducts of, 616 
Chastopoda, head of, 260; eyes of, 394; 
excretory organs of, 663; generative 
organs of, 612 ; generative ducts of, 617 
CharybdaBa, eye of, 3S8 
Cheiroptera, placenta of, 202 
Cheiropterygium, 508; relation of to ich- 
thyopterygium, 510 

Chelonia, development of, 174; pectoral 
girdle of, 495 ; arterial system of, 533 
Chick, development of, 120; general growth 
of embryo of, 141 ; rotation of embiyo 
of, 148; foetal membranes of, 154; 
epiblast of, 124, 13 S; optic nerve and 
choroid fissure of, 411 
Chilognatha, eye of, 895 
Chilopoda, eye of, 395 
Chimsera, lateral line of, 444; vertebral 
column of, 452; nares of, 439 
Chiromantis, oviposition of, 100 
Chorda tympani, development of, 378 
Chordata, ancestor of, 258; branchial 
system of, 259; evidence from Ammo- 
coetes, 259; head of, 260; mouth of, 
264 ; table of phylogeny of, 271 
Chorion, 197; villi of, 197, 215 
Choroid coat, Ammoooetes, 81; general 
account of, 401 

Choroid fissure, of Vertebrate eye, 400, 
406; of Ammocoetes, 410; comparative 
development of, 411 ; of Chick, 412 ; 
of Lizards, 413; of Elasmobranchii, 


413 ; of Teleostei, 414; Amphibia, 414 ; 
Mammals, 414, 416 
Choroid gland, 2^ 

Choroid pigment, 403 
Choroid plexus, of fourth ventricle, 350; 
of third ventricle, 356 ; of lateral ven- 
tricle, 364 

Ciliated sack of Ascidia, 15; Pyrosoma, 
22; Saipa, 26 
Ciliary ganglion, 879 
Ciliary muscle, 403 

Ciliary processes, 402; comparative de- 
velopment of, 416 
Clavicle, 492 

Clitoris, development of, 599 
Clinoid ridge, 469 
Cloaca, 630 

Goccygeo-mesenteric vein, 545 
Cochlear canal, 427 

Cmcilia, development of, 118; pronephros 
of, 582; mesonephros of, 584; Mul- 
lerian duct of, 585 

Coelenterata, larvje of, 803 ; eyes of, 388 ; 
au(Htory organs of, 423; generative or- 
gans of, 610 

Columella auris, 436; of Amphibia, 479; 
of Sauropsida, 483 

Commissures, of spinal cord, 343; of 
brain, 355, 356, 361, 365 
Coni vasculosi, 697 

Conus arteriosus, of Fishes, 524; of Am- 
phibia, 525 
Coracoid bone, 492 

Cornea, of Ammocoetes, 81; general de- 
velopment of, 407; corpuscles of, 408; 
comparative development of, 411; of 
Mammals, 411 
Coronoid bone, 488 
Corpora geniculata interna, 353 
Corpora quadrigemina, 352 
Corpora striata, development of, 360 
Corpus callosum, development of, 365 
Corti, organ of, 430; structure of, 432; 

fibres of, 433 ; development of, 434 
Cranial flexure, of Elasmobranchii, 48, 
49; of Teleostei, 62; Petromyzon, 76, 
77 ; of Amphibia, 108, 109 ; Chick, 145 ; 
Babbit, 191; characters of, 266; sig- 
nificance of, 267 

Cranial nerves, development of, 374; re- 
lation of to head cavities, 379; anterior 
roots of, 380 — 382; view on position of 
roots of, 383 

Crooodilia, arterial system of, 583 
Crura cerebri, 353 

Crustacea, nervous system of, 388 ; eye of, 
396 ; auditory organs of, 425; generative 
cells of, 613; generative ducts of, 618 
Cupola, 432 

Cutaneous muscles, 557 
Cyathozooid, 21 

Cyolostomata, auditory organs of, 426 
olfactory organ of, 439 ; notochord am 
vertebral column of, 450, 453; abdo 
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minal poires of, 515 ; segmental duct of, 
677; pronephros of, 677; mesonephros 
of, 577; generative ducts of, 603, 616; 
venous system of, 535; excretory organs 
of, 677 

Cystignathus, oviposition of, 100 

Pactylethra, branchial chamber of, 112; 

branchisD of, 112; tadpole of, 115 
Decidua reflexa, of Bat, 200; of Insecti- 
vora, 202 ; of Man, 203 
Deiter’s cells, 433 
Dental papilla, 641 
Dental capsule, 641 
Dentary bone, 488 
Dentine, 641 

Descemet’s membrane, 408 
Diaphragm, 518; muscle of, 557 
Dipnoi, nares of, 4^; vertebral column 
• of, 452; membrane bones of skull of, 
487; heart of, 625; arterial system of, 
630; excretory system of, 682; stomo- 
dsDum of, 630 ■ 

Diptera, eye of, 396 

Discophora, excretory organs of, 667 

Dog, placenta of, 206 

Dohiii, on relations of Cyclostomata, 69 ; 

on ancestor of Chordata, 258, 264 
Doliolum, development of, 23 
Ductus arteriosus, 633 
Ductus Botalli, 632 
Ductus Cuvieri, 637 
Ductus venosus Arantii, 647 
Dugong, heart of, 628 
Dysticus, eye of, 396 

Ear, see ‘Auditoiy organ’ 

Ecldnodermata, secondary symmetry of 
larva of, 313; excretory organs of, 568; 
generative ducts of, 619 
Echinorhinus, lateral line of, 444; verte- 
bral column of, 452 
Echiurus, excretory organs of, 666 
Ectostosis, 448 

Edentata, placenta of, 206, 207, 213 
Eel, generative ducts of, 680 
Egg-shell of Elasmobranchii, 33; Chick, 
121 

Elasmobranchii, development of, 33; vi- 
viparous, 33; general features of de- 
velopment of, 45 ; gastrula of, 233 ; de- 
velopment of mesoblast of, 244; noto- 
chord of, 244; meaning of formation of 
mesoblast of, 245; restiform tracts of, 
850; optic lobes of, 352; cerebellum of, 
860; pineal gland of, 856; pituitary 
body of, 859; cerebrum of, 861; olfac- 
tory lobes of, 366; spinal nerves, 369; 
cranial nerves of, 376; sympathetic 
nervous system of, 384; nares of, 439; 
lateral line of, 444 ; vertebral column of, 
468; ribs of, 462; parachordals of, 467; 
mandibular and hyoid arches of, 474; pec- 
toral girdle of, 493; pelvic girdle of, 


498; limbs of, 600; pericardial cavity 
of, 516; arterial system of, 630 ; venous 
system of, 635; muscle-plates of, 661; 
excretory organs of, 569; constitution 
of excretory organs in adult of, 575; 
spermatozoa of, 616 ; swimming-bladder 
of, 628; intestines of, 631; liver of, 632; 
postanal gut of, 634 
Elaaoblast of Pyrosoma, 23; Salpa, 25 
Elephant, placenta of, 207 
Embolic formation of gastrula, 276 
Enamel organ, 641 
Endolymph of ear, 430 
Endostosis, 448 

Endostyle of Ascidia, 15, 624 ; Pyrosoma, 
21 ; Salpa, 27 

Epiblast, of Elasmobranchii, 38 ; Teleostei, 
67, 60; Petromyzon, 71; Lepidosteus, 
92; Amphibia, 101, 103; Chick, 124, 
138 ; Lacerta, 168 ; Babbit, 179, 181 ; 
origin of in Babbit, 184; comparative 
account of development of, 249 
Epibolic formation of gastrula, 277 
Epichordal formation of vertebral column, 
458 

Epicrium glutinosum, 118 
Epidermis, in Coelentcrata, 326 ; protective 
structures of, 325 
Epididymis, 597 
Epigastric vein, 637 
Episkeletal muscles, 657 
Episternum, 494 ^ 

Epooplioron, 697 
Ethmoid bone, 490 
Ethmoid region of skull, 470 
Ethmopalatine ligament of Elasmo- 
branchs, 476 
Euphausia, eye of, 398 
Eustachian tube, of Amphibia, 111 ; Chick, 
149 ; Babbit, 192 ; general development 
of, 435 . 

Excretory organs, general constitution of, 
661 ; of Platyelminthes, 661 ; of Mol- 
lusca, 562 ; of Polyzoa, 663 ; of Brachi- 
opoda, 663; of Chtetopodcj*, 663; of 
Gephyrea, 666 ; of Discophora, 567 ; of 
Arthropoda, 667 ; of Nematoda, 668 ; of 
Echinodermata, 668 ; constitution of in 
Craniata, 668 ; of Elasmobranchii, 669 ; 
constitution of in adult Elasmobranch, 
575 ; of Petromyzon, 577 ; of Myxine, 
678 ; of Teleostei, 578; of Ganoidei, 680 ; 
of Dipnoi, 682 ; of Amphibia, 682 ; of 
Amniota, 588 ; comparison of Vertebrate 
and Invertebrate, 607 
Excretory system, of Elasmobranchii, 40; 
Teleostei, 63 ; Petromyzon, 78, 81 ; 
Aci^nser, 91 ; Amphibia, 110 
Exoccipital bone, 489 
Exoskeleton, dermal, 825 — 327; epider- 
mal, 326—328 

External generative organs, 639 

Extra-branchial skeleton, 471 

Eye, of Ascidia, 14 ; Salpa, 26 ; Elasmo- 
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l>raDLchii, 46, 47, 48 ; Teleostei, 59 ; 
Fetromyzon, 76, 80; Aves, 141 ; Babbit, 
190 ; general development of, 887 ; evo- 
lution of, 387, 888 ; simple, 395 ; com- 
pound, 896; aconouB, 896; pseudo- 
conous, 896 ; of Invertebrata, 888 ; of 
Vertebrata^ 898; comparative develop- 
ment of Vertebrate, 409 ; of Ammocoetes, 
409; of Tunioata, 418; of Chordata, 
general views on, 419; accessory eyes 
of Fishes, 420 ; muscles of, 558 
Eyelids, development of, 416 

Falciform ligament, 623 
Falx cerebri, 861 

Fasciculi teretes, of Elasmobranchii, 350 
Feathers, development of, 327 
Fenestra rotunda and ovalis, 436 
Fertilization, of Amphioxus, 2 ; of Uro- 
chorda, 8 ; Salpa, 24 ; Elasmobranchii, 
83 ; of Teleostei, 55 ; Petromyzon, 69 ; 
Amphibia, 99 ; Chick, 121 ; Beptilia, 
167 ; meaning of, 274 
Fifth nerve, development of, 378 
Fifth ventricle, 365 

Fins, of Elasmobranchii, 51 ; Teleostei, 
63 ; Petromyzon, 77, 78 ; Acipenser, 89 ; 
liepidosteus, 97 ; relation of paired to 
unpaired, 501, 503 ; development of 
pelvic, 604; development of pectoral, 
504 ; views on nature of paired fins, 506 
Fissures of spinal cord, 344 
Foetal development, 297 ; secondary varia- 
tions in, 298 
Foot, 608 

Foramen of Munro, 854, 360 
Foramen ovale, 528 

Forebrain, of Elasmobranchii, 46, 48, 49 ; 
Petromyzon, 76; general development 
of, 353 

Formative cells, of Chick, 124 
Fornix, development of, 366 
Fornix of Gottsche, 352 
Fourth nerve, 382 
Frontals, 487 

Fronto-nasal process, of Chick, 149 

Gaertner’s canals, 697 
Gall-bladder, 633 

Ganoidei, development of, 84; relations 
of, 98; nares of, 440; notochord of, 
450; vertebral column of, 460, 456; 
ribs of, 462 ; pelvic girdle of, 498; arte- 
rial system of, 630; excretory organs 
of, 580 ; generative ducts of, 605 
Gastropoda, eye of, 889 
Gastrula, of Amphioxus, 2 ; of Ascidia, 9 ; 
Elasmobranchii, 36, 36; Petromyzon, 
70; Acii^nser, 85; Amphibia, 102; 
comparative development of, in Inver- 
tebrate, 229 ; comparison of Mammalian, 
242; phylogenetic meaning of, 275; 
ontogeny of (general), 276; phylogeny 
of, 230 — ^285 ; secondary tyjj^s of, 282 


Geckos, vertebral column of, 459 
Generative cells, development of, 610; 
origin of in Coelenterata, 610; of In- 
vertebrata, 612 ; of Yertebrata, 614 
Generative ducts, of Teleostei, 680, 605 ; 
of Ganoids, 580 ; of Cyclostomata, 603 ; 
origin of, 604; of Lepidosteus, 605, 
617; development and evolution of, 
616 ; of Coelenterata, 616 ; of Sagitta, 
616; of Tunicata, 616; Ohastopoda, 
Gephyrea, etc., 617 ; of Mollusca, 618 ; 
of Discophora, 618 ; of Echinodermata, 
619 

Generative system of Elasmobranchii, 42 
Gephyrea, nervous system of, 340; excre- 
tory organs of, 566 ; generative cells of, 
612 ; generative ducts of, 617 
Germinal disc, of Elasmobranchii, 33; 

Teleostei, 66 ; Chick, 122 
Germinal epithelium, 614 
Germinal layers, summary of organs de- 
rived from, in Yertebrata, 252; his- 
torical account of views of, 275 ; homo- 
logies of in the Metazoa, 285 
Germinal wall of Chick, 126, 132 ; struc- 
ture and changes of, 133 
Geryonia, auditory organ of, 424 
Gill of Salpa, 26 
Giraldes, organ of, 598 
Glands, epidermic, development of, 328 
Glomerulus, external, of Chick, 590 
Glossopharyngeal nerve, development of, 
375, 376 

Grey matter of spinal cord, 343; of brain, 
348 

Growth in length of Yertebrato embryo, 
254 

Guinea-pig, primitive streak of, 186 ; noto- 
chord of, 187 ; placenta of, 201 ; deve- 
lopment of, 218 
Gymnophiona, ‘Coecilia* 

0 

Habenula perforata, 432 
Hairs, development of, 328 
Halichierus, placenta of, 207 
Hand, 508 

Head, comparative account of, 260 ; seg- 
mentation of, 261 

Head cavities, of Elasniobranchii, 41; 
Petromyzon, 74, 79 ; Amphibia, 105 ; 
general development of, 558 
Head-fold of Chick, 130, 139 
Head-kidney, see ‘Pronephros* 

Heart, of Pyrosoma, 21 ; Elasmobranchii, 
42, 48; Petromyzon, 77, 80; Acipen- 
ser, 87; Chick, 141; first appearance 
of in Babbit, 190 ; general development 
of, 520 ; of Fishes, 522, 524 ; of Mam- 
malia, 522 ; of Birds, 523, 525 ; mean- 
ing of development of, 524 ; of Amphi- 
bia, 525 ; of Amniota, 525 ; change of 
position of, 529 

Hind-brain, Elasmobranchii, 46, 48, 49; 
Petromyzon, 76 ; general account of, 348 
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Hippucampas major, development of, 363 
Hirudo, development of blood-vessele of, 
520 ; excretory organs of, 567 
Horse, placenta of, 210 
Hyaloid membran^ 405 
Hylodes, oviposition of, 100; metamor- 
phosis of, 114 
Hyobranchial cleft, 471 
Hyoid arch, of Chick, 149; general account 
of, 471, 474; modifications of, 472, 475; 
of Elasmobranchii, 474; of Teleostei, 
477 ; of Amphibia, 479 ; of Sauropslda, 
483 ; of Mammalia, 484 
Hyomandibular bar of Elasmobranohii, 
474, 475; of Teleostei, 477; of Am- 
phibia, 479 

Hyomandibular cleft, of Petromyzon, 74 ; 

Chick, 149 ; general account of, 471 
Hyostylic skulls, 475 

Hypoblast of Elasmobranchii, 42 ; Teleos- 
tei, 57, 60; Petromyzon, 70; Aoipenser, 
86; Lepidosteus, 93; Amphibia, 101, 
107; Chick, 125, 138; Laoerta, 168; 
Babbit, 178, 179, 181 ; origin of in Bab- 
bit, 182 

Hyposkeletal muscles, 657 
Hj*rax, placenta of, 207 

Incus, 436, 484 
Infraclavicle, 493 

Infundibulum of Petromyzon, 76 ; CLijk, 
145; general development of, 354 
Inscctivora, placenta of, 202 
Insects, nervous system of, 338; eye of, 
396; generative organs of, 613; genera- 
tive ducts of, 618 

Intercalated pieces of vertebral column, 
454 

Interdavicle, homologies of, 494 
Intermediate cell-mass of Chick, 152 
Intermuscular septa, 554 
Interorbital septum, 469 
Interrenal bodies, 548 
Iris, 402; comparative development of, 
416 

Iris of Ammocootes, 81 
Island of Beil, 366 

Jacobson's organ, 442 
Jugal bone, 488 

Kidney, see ‘Metanephros’ 

Labia majora, development of, 599 
Labial cartilages, 490 
Labium tympanicum, 432; vestibulare, 
432 

Lacertilia, general development of, 167; 
nares of, 442; pectoral girdle of, 495; 
pelvic girdle of, 499; arterial system of, 
533 

Laorymal bone, 487 
Laoiymal duct, 417 
Lacrymal glands, 417 


Loemargus, vertebral column of, 452 
Lagena, 432 
Lamina spiralis, 432 
Lamina tenhinalis, 361 
Larva of Amphioxus, 2; of Ascidia, 12 — 
18; Teleostei, 65; jpetromyzon, 73, 78; 
Lepidosteus, 96, 263; Amphibia, 111, 
116 ; types of, in the Invertebrata, 299 
Larvce, nature, origin, and affinities of, 
297 — 318 ; secondary variations of less 
likely to be retained, 299; ancestral 
history more fully recorded in, 299 ; 
secondary variations in development of, 
300; ontogenetic record of secondary 
variations in, 298; of freshwater and 
land animals, 299; types of, 299; phos- 
phorescence of, 301; of Coelenterata, 
303 ; table of, 301 ; of Invertebrata, 803 
et seq. 

Larynx, 630 

Lateral line sense organs, 443; com- 
parison of, with invertebrate, 443; de- 
velopment of, in Teleostei, 444; de- 
velopment of, in Elasmobranchii, 444 
Lateral ventricle, 360; anterior cornu of, 
,362;- descending cornu of, 362; choroid 
plexus of, 364 

Layers, formation of, in Elasmobranchii, 
34, 46; Teleostei, 67; Petromyzon, 70; 
Acipenser, 84; Lepidosteus, 92; Am- 
phibia, 101; Chick, 124, 126; Lacerta, 
167; Babbit, 178—188; comparison of 
Mammalia with lower forms, 187, 240; 
comparison of formation of in Verte- 
brata, 229 ; origin and homologies of, in 
the Metazoa, 274 
Leech, see ‘Hirudo’ 

Lemuridte, placenta, 213 
Lens, of Elasmobranchii, 47, 48 ; Petromy- 
zon, 76, 81 ; Acipenser, 87 ; Lepidos- 
teus, 95; Amphibia, 105; Chick, 146; 
of Vertebrate eyes, 399 ; general account 
of, 406; capsule of, 406; comparative 
development of, 411 ; of Amphibia, 
Teleostei, Lepidosteus, 411 
Lepidosteus, development of, 91 ; larva of, 
96; relations of, 98; spinal nerves of, 
374; ribs of, 463; generative ducts of, 
580, 605 ; swimming-bladder of, 628 
Ligamentum pectinatum, 403 
Ligomentum suspensorium, 459, 460 
Ligamentum vesicse medium, 198 
Limbs, of Elasmobranchii, 48 ; Teleostei, 
64; first appearance of in Chick, 152; 
Babbit, 192 ; muscles of, 555 ; of Fishes, 
500; relation of, to unpaired fins of 
Fishes, 501, 503 ; of Amphibia, 508 
Liver of Teleostei, 63; Petromyzon, 78, 
79; Acipenser, 91; Amphibia, 107; 
general account of, 632 
Lizard, development of, 167 ; general 
growth of embxyo of, 172 : MUlleriaa 
duct of, 595 
Lizzia, eye of, 388 
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XiObi inferiores, 855 

Luligs of Amphibia, 113 ; development of, 
628 ; homology of, 680 
Lymphatic system, 547 

Malleus, 436, 485 ; views on, 486 
Malpighian ^dies, development of acces- 
sory in Elasmobranchs, 673 
Mammalia, development of, 177; com- 
parison of gastrula of, 242 ; cerebellum 
of, 850; infundibulum of, 355; pineal 
gland of, 357 ; pituitary body of, 350 ; 
cerebrum of, 361 ; spinal nerves of, 369; 
sympathetic of, 384; vertebral column 
of, 460; branchial arches of, 472,473; 
mandibular and hyoid arches of, 484; 
pectoral girdle of, 496; pelvic girdle of, 
499; heart of, 522; arierial system of, 
532; venous system of, 545; muscle- 
plates of, 553; mesonephros of, 589; 
testicular network of, 596 ; urinogenital 
sinus of, 599; spermatozoa of, 615; 
lungs of, 629 ; intestines of, 681 ; liver 
of, 632; postanal gut of, 636 ; stomodaeum 
of, 639 

Mammary gland, development of, 329 
Man, placenta of, 202; general account of 
development of, 221; characters of em- 
bryo of, 225 

Mandibular arch of Elasmobranchii, 51, 
474; Petromyzon, 75; Acipenser, 87, 
r6; Chick, 148; general account of, 471, 
474 ; modification of to form jaws, 472, 
474; of Teleostei, 477; of Amphibia, 
479 ; Sauropsida, 483 ; Mammalia, 484 
Mandibular bar, evolution of, 259, 266 
Manis, placenta of, 213 
Marsupial bones, 499 
Marsupialia, foetal membranes of, 198; ce- 
rebellum of, 351; corpus callosum of, 
365 ; uterus of, 598 
Maxilla, 488 

Meatus auditorius externus, of Chick, 160; 
development of, 435 

Meckelian cartilage, of Elasmobranchii, 
474 ; of Teleostei, 478 ; of Amphibia, 
480, 481 ; of Sauropsida, 484 ; of Mam- 
malia, 485 

Mediastinum anterior and posterior, 518 
Medulla oblongata, of Chick, 146 ; general 
development of, 349 

Medullary plate of Amphioxus, 3, 4; of 
Ascidia, 9; Elasmobranchii, 36, 39, 45; 
Teleostei, 58; Petromyzon, 72; Aci- 
penser, 85 ; Lepidosteus, 92 ; Amphibia, 
104, 105, 108; Chick, 181; Lacerta, 168; 
Babbit, 185, 188, 190; primitive bilobed 
character of, 251, 263 
Medusse, auditory organs of, 423 
Membrana capsulo-pupillaris, 407, 415, 
418 

Membrana elastica externa, 450 
Membrana limitans of retina, 404 
Membrana tectoria, 430, 432 


Membrane bones, of Amphibia, 479; of 
Sauropsida, 484; of Mammalia, 485; 
of mandibular arch, 488; of pectoral 
girdle, 492, 494; origin of, 486; homo- 
logies of, ^7 

Membranous labyrinth, development of in 
Man, 427 

Menobranohus, branchial arches of, 117 
Mesenteron of Elasmobranchii, 35; Tele- 
ostei, 60; Petromyzon, 70; Acipenser, 
85; Amphibia, 101, 102, 107; Chick, 
139 ; general account of, 620 
Mesentery, 514, 622 

Mesoblast, of Amphioxus, 5 ; Ascidia, 
14, 17 ; Pyrosoma, 20 ; Salpa, 26 ; 
Elasmobranchii, 36, 39; Teleostei, 60; 
Petromyzon, 71; Acipenser, 86; Lepi- 
dosteus, 93; Amphibia, 103, 105, 106; 
of Chick, 127, 138; double origin of in 
Chick, 128, 130, 131; origin of from 
lips of blastopore in Chick, 131 ; of area 
vasculosa of Chick, 133; Lacerta, 168; 
origin of in Babbit, 180, 185 ; of area 
vasculosa in Babbit, 188; comparative 
account of formation of, 243; discussion 
of development of in Vertebrata, 247; 
meaning of development of in Amniota, 
247; phylogenetic origin of, 286; sum- 
mary of ontogeny of, 289 — 292; views 
on ontogeny of, 292 — 297 
Mesoblastic somites, of Amphioxus, 5; 
Elasmobranchii, 40, 45; Petromyzon, 
72; Acipenser, 87; Lepidosteus, 94; 
Amphibia, 106, 108; Chick, 134, 151; 
Babbit, 189; development of in Chordata, 
269; meaning of development of, 274; 
of head, 557 
Mesogastrium, 623 

Mesonephros, of Teleostei, 63, 579; Pe- 
tromyzon, 78, 81, 577; Acipenser, 91, 681 ; 
Amphibia, 111, 583; Chick, 152, 588; 
general account of, 569; development 
of in Elasmobranchs, 570 ; of Cyclosto- 
mata, 577; Ganoidei, 581; sexual and 
non-sexual part of in Amphibia, 585; 
of Amniota, 588, 597; summary and 
general conclusions as to, 601 ; relation 
of to pronephros, 603 
Mesopterygium, 506 
Metagenesis of Ascidians, 23 
Metamorphosis of Amphibia, 113, 116 
Metanephros, 569; development of in 
Elasmobranchii, 574; of Amphibia, 586; 
of Amniota, 588; of Chick, 595; of La- 
certilia, 696 ; phylogeny of, 606 
Metapterygium, 505 

Metapteiygoid, of Elasmobranchii, 474, 
475; of Teleostei, 478 
Metazoa, evolution of, 280, 283; ancestral 
form of, 275, 285 

Mid-brain, of Elasmobranchii, 46, 48, 49 ; 
Petromyzon, 76; general account of de- 
velopment of, 852 
Moina, generative organs of, 613 
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Mbl^la, devetopment of, 18 
Mollttsca, nenroas system of, 341 ; eyes of, 
888; auditory organs of, 424; excretory 
organs of, 562 

Monotremata, foetal membranes of, 198; 
cerebellum of, 351 ; corpus callosum of, 
365 ; cerebrum of, 365 ; urinogenital sinus 
of, 599 

Mormyrus, generative ducts of, 680 
Mouth, of Amphioxus, 6; of Ascidia, 15; 
Pyrosoma, 22; Salpa, 26; Elasmo- 
branchii, 47, 50, 51, 52; Petromyzon, 
74, 77, 78, 81 ; Aoipenser, 88; Lepido> 
steus, 98; Amphibia, 107, 109, 111; 
Babbit, 191 ; origin of, 263 
Mouth, suctorial, of Petromyzon, 81 ; Aci- 
penser, 88; Lepidostcus, 95, 263; Am- 
phibia, 109, 116, 263 
Miillerian duct, 569; of Elasmobranchs, 
571 ; of Ganoids, 580 ; of Amphibia, 585 ; 
of Avcs, 591, 593; opening of into 
cloaca, 598; origin of, 604; summary 
of development of, 604; relation of to 
pronephros, 604 

Muscle-plates, of Amphioxus, 5; Elasmo- 
branohli, 40, 551; Teleostei, 552; Pe- 
tromyzon, 77; Chick, 151, 562; general 
development of, 551 ; of Amphibia, 552 ; 
Ayes, 552 ; of Mammalia, 553 ; origin of 
muscles from, 554 

Muscles, of Ascidia, 10, 14; development 
of from muscle-plates, 654 ; of limbs, 
555 ; of head, 557 ; of branchial arches, 
559; of eye, 559 

Muscular fibres, epithelial origin of, 550 
Muscular system, development of, 650; 

of Chordata, 551 
Mustelus, placenta of, 54 
Myoepithelial cells, 550 
Mysis, auditory organ of, 425 
Myxine, ovum of, 82 ; olfactory organ of, 
439; portal sinus of, 535; excretory 
system of, 578 

Nails, development of, 328 
Nares, of Aoipenser, 89 ; of Ichthyopsida, 
440; development of in Chick, 441; de- 
velopment of in Lacertilia, 442; develop- 
ment of in Amphibia, 443 
Nasal bones, 487 

I^asal pits, Aoipenser, 89; Chick, 146; 

general development of, 438 
Nematoda, excretory organs of, 5C8 ; gene- 
rative organs of, 613 ; generative ducts 
of, 618 

Nemertines, nervous system of, 258; ex- 
cretory organs of, 661 
Nerve cord, origin of ventral, 312 
Nei-ves, spinal, 869; cranial, 874—383 
Nervous system, central, general account 
of development of in Vertebrate, 342; 
conclusions as to, 866; sympathetic, 
884 


Nervous system, of Amphioxus, 3 ; Ascidia; 
13, 14; Molgula, 18; Pyrosoma, 20, 21; 
Salpa, 25, 26; Elasmobranchii, 86; 
Teleostei, 62; Petromyzon, 73, 76; Aoi- 
penser, 87 ; Amphibia, 104 ; comparative 
account of formation of central, 250; 
of Sagitta, 289 ; origin of in Coelenterata, 
289; of prasoral lobe, 811, 313; evo- 
lution of, 880 — 335; development of in 
Invertebrates, 335 ; of Arthropoda, 837 ; 
of Gephyrea, 340; Mollusca, 341 
Neural canal, of Ascidia, 9; Teleostei, 58; 
Petromyzon, 72; Aoipenser, 86; Lepi- 
dosteus, 94; Amphibia, 104, 108; Chick, 
138, 141; Lacerta, 172; closure of in 
Frog and Amphioxus, 233; closure of in 
Elasmobranchii, 236; phylogenetic ori- 
gin of, 262 

Neural crest, 369, 374, 375 
Neurenterio canal, of Amphioxus, 3, 4; 
Ascidia, 9 ; Elasmobranchii, 44 ; Petro- 
myzon, 72; Aoipenser, 66; Lepidostcus, 
93 ; Aves, 135 ; Lacerta, 168, 170 ; gene- 
ral account of, 267 ; meaning of, 268 
Newt, ovum of, 99; development of, 103; 

general growth of, 116 
Notidanus, vertebral column of, 452; bran- 
chial arches of, 472 

Notochord of Amphioxus, 5; Ascidia, 
10, 14; Elasmobranchii, 42; Teleostei, 
60; Petromyzon, 71, 77; Aoipenser, 86; 
Lepidostcus, 93; Amphibia, 105, 106; 
Chick, 130; canal of, in Chick, 135 ; La- 
certa, 168, 169 ; Guinea-pig, 187 ; com- 
parative account of formation of, 248, 
269; sheath of, 449; later histological 
changes in, 449; cartilaginous sheath 
of, 451; in head, 467; absence of in 
region of trabcculse, 468 
Notodelphys, brood-pouch of, 100;branchiaB 
of, 116 

Nototrema, brood-pouch of, 100 
Nucleus pulpoBus, 460 

Oceania, eye of, 388 
Occipital bone, 489 

(Esophagus, solid, of Elasmobranchii, 50, 
624 ; of Teleostei, 63 
Olfactory capsules, 470 
Olfactory lobes, development of, 366 
Olfactory nerves, Ammocoetes, 81; gene- 
ral development of, 382 
Olfactory organ, of aquatic forms, 438; 
Insects and Crustacea, 438; of Tunicata, 
438; of Amphioxus, 438; of Vertebrata, 
488; Petromyzon, 439; of Myxine, 439 
Olfactory sacks, of Elasmobranchii, 49,50; 
Teleostei, 59; Petromyzon, 76, 79; Aci- 
penser, 87, 89; Lepidostcus, 95; Chick, 
146 

Oligochaeta, excretory organs of, 564 

Olivai^ bodies, .850 

Omentum, lesser and greater, 623 
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Onohidium, of, 894 
Opercular bones, 487 
Operculum, of Teleostei, 62; Acipenser, 
88 ; Lepidosteus, 96, 98 ; Amphibia, 111 
Ophidia, development of, 173; arterial 
system of, 633; venous system of, 689 
Optic chiasma, 364, 406 
Optic cup, retinal part of, 402; ciliary 
portion of, 403 
Optic lobes, 362 

Optic nerve, development of, 405 ; compa- 
rative development of, 411 
Optic thalami, development of, 866 
Optic vesicle, of Elasmobranchii, 46 — 48 ; 
Teleostei, 69, 410; Petromyzon, 73, 76; 
Acipenser, 87 ; Lepidosteus, 94; Chick, 
141; Babbit, 190; general development 
of, 353; formation of secondary, 401; 
obliteration of cavity of, 402 ; compara- 
tive development of, 410 ; of Lepidosteus 
and Teleostei, 410. See also *Eye* 

Ora serrata, 402 

Orbitosphenoid region of skull, 470 
Organs, classification of, 323; derivation 
of from germinal layers, 324 
Oryctoropus, placenta of, 207 
Otic process, of Axolotl, 480; of Frog, 
481 et seq. 

Otoliths, 422 

Oviposition, of Amphioxus, 1; Elasmo- 
branchii, 33; Teleostei, 65; Petromy- 
zon, 69; Amphibia, 100; Beptilia, 167 
Ovum, of Amphioxus, 1; Pyrosoma, 19; 
Elasmobranchii, 33; Teleostei, 55; 
Petromyzon, 68; Myxino, 82; Acipen- 
ser, 84; Leindosteus, 91; Amphibia, 99; 
Chick, 121; Beptilia, 167; Mammalia, 
177; of Porifera, 610; migration of in 
Coelentcrata, 611; Vertebrata, 614 

Palatine bone, of Teleostei, 478; origin 
of, 488 

Pancreas, Acipenser, 91 ; general develop- 
ment of, 633 

Pancreatic cieca, of Teleostei, etc. 632 
Papillae, oral, of Acipenser^ 89 ; Lepidos- 
tcus, 96 

Parachordals, 466 
Parasphenoid bone, 488 
Parepididymis, 597 
Parietal bones, 487 
Paroophoron, 597 
Parovarium, 697 

Pectoral girdle, 492; of Elasmobranchs, 
493; of Teleostei, 493; of Amphibia 
and Amniota, 493 ; comparison of with 
pelvic, 500 
Pecten, eye of, 394 

Pecten, of Ammoccstes, 410; of Chick, 
412; Lizard, 413; Elasmobranchs, 413 
Pedicle, of Axolotl, 480; of Frog, 481 
Pelobates, branchial apertures of, 112; 
vertebral column of, 468 


Pelodytes, branchial chamber of, 112 
Pelvic girdle, 497; of Fishes, 497; Am- 
phibia and Amniota, 498; of Lacerti- 
lia, 499; of Mammalia, 499; compari- 
son with pectoral, 500 
Penis, development of, 699 
Peribranchial cavity, of Amphioxus, 6; of 
Ascidia, 16 ; Pyrosoma, 20 
Pericardial cavity, of Pyrosoma, 21 ; Elas- 
mobranchii, 40; Petromyzon, 77; gene- 
ral account of, 614; of Fishes, 616; of 
Amphibia, Sauropsida and Mammalia, 
517 

Perichordal formation of vertebral column, 
458 

Perilymph of ear, 430 
Periotic capsules, ossifications in, 489, 
490 

Peripatus, nervous system of, 337; eye of, 
396 ; excretory organs of, 667 
Peritoneal membrane, 614 
Petromyzon, development of, 68; affini- 
ties of, 68, 69; general development 
of, 72; hatching of, 73; comparison of 
gastrula of, 233; branchial skeleton of, 
259, 471; cerebellum of, 350; pineal 
gland of, 357; pituitary body of, 859; 
cerebrum of, 361; auditory organ of, 
426; olfactory organ of, 439; compari- 
son of oral skeleton of with Tadpole, 
482; pericardial cavity of, 515; abdo- 
minal pores of, 615; venous system of, 
635; excretory organs of, 677; segmen- 
tal duct of, 577; pronephros of, 677; 
mesonephros of, 677 ; thyroid body of, 
625; postanal gut of, 636; stomodfiBum 
of, 639 

Phosphorescence of larvaD, 801 
Phylogeny, of the Chordata, 271; of the 
Metazoa, 316 

Pig, placenta of, 209; mandibular and 
hyoid arches of, 484 

Pineal gland, of Petromyzon, 76 ; Chick, 
145 ; general development of, 356 ; nature 
of, 356, 358 

Pipa, brood-pouch of, 100 ; metamorpho- 
sis of, 114; yolk-sack of, 115; vertebral 
column of, 468 

Pituitary body, of Babbit, 191; general 
development of, 358 ; meaning of, 369 
Placenta, of Salpa, 24 ; Elasmobranchii, 64 ; 
of Mammalia, 193; villi of, 195; de- 
ciduate and non-deciduate, 198; com- 
parative account of, 198—216; charac- 
ters of primitive type of, 199 ; zonary, 
205 ; non-deciduate, 207 ; histology of, 
215; evolution of, 216 
Placoid scales, 326 
Planorbis, excretory organs of, 662 
Planula, structure of, 303 
Pleural cavities, 618 
Pleuronectidas, development of, 65 
Pneumatocoela, characters of, 271 



652 


INDEX. 


Polygordias, excretory organs of, 564 
Polyophtliahnas, eye of, S94 
Polyi^ates, brood-pouch of, 100 
Polyzoa, excretory organs of, 568 ; gene- 
rative cells of, 613 ; generative ducts of, 
618 

Pons Varolii, 851, 852 
Pori abdominales, Ammocoetes, 81 
Porifera, ancestral form of, 285 ; develop- 
ment of generative cells of, 610 
Portal vein, 586 

Postanal gut of Elasmobranchii, 47, 48, 
49 ; Teleostei, 61 ; Chick, 140 ; general 
account of; 267, 684 
PrsBmaxilla, 488 
Pneopercular bone, 487 
Prsaoral lobe, ganglion of, 811, 813 
Prefrontals, 490 

Presphenoid region of skull, 470 
Primitive groove of Chick, 128 
Primitive streak, of Chick, 126, 184; 
meaning of, 127 ; origin of mesoblast 
form in Chick, 127, 128 ; continuity of 
hypoblast with epiblast at anterior end 
of, in Chick, 129 ; comparison of with blas- 
topore, 137 ; fate of, in Chick, 137 ; of 
Lacerta, 168 ; of Babbit, 184 ; of Guinea- 
ig, 186 ; fusion of layers at, in Babbit, 
86 ; comparison of with blastopore of 
lower forms, 187, 238; of Mammalia, 
241 

Processus falciformia of Ammoccetes, 410 ; 

of Elasmobranch, 418 ; of Teleostei, 414 
ProctodfBum, 642 

Pronephros, of Teleostei, 63, 578 ; Pe- 
tromyzon, 78, 81, 677 ; Acipenser, 88, 
91; Amphibia, 110, 582; general ac- 
count of, 568; of Cyclostomata, 577 ; of 
Hyxine, 578; Ganoidei, 581; of Am- 
niota, 688 ; of Chick, 6U1 ; summary of 
and general conclusions as to, 600; 
relation of, to mesonephros, 603 ; cause 
of atrophy of, 601 
Prootic, 489, 490 
Propterygium, 506 
Proteus, branchial arches of, 117 
Protochordata, characters of, 271 
Protoganoidei, characters of, 272 
Protognathostomata, characters of, 271 
Protopentadactyloidei, characters of, 272 
Protovertebrata, characters of, 271 
Pseudis, Tadpole of, 115 ; vertebral column 
of; 458 

Pseudophryne, yolk-saokof, 115 ; Tadpole 
of, 116 

Pterygoid bone, of Teleostei, 478 ; origin 
of, 488 

Pterygoquadrate bar, of Elasmobranchii, 
474; of Teleostei, 478; Axolotl, 4 .0; 
Frog, 481; of Sauropsida, 484 ; of Mam- 
malia, 484 

Pulmonary artery, origin of, 580; of 
Amphibia, 581 ; of Amniota, 538 


Pulmonary vein, 588 
Pupil, 402 

Pyrosoma, development of, 19 

Quadrate bone of Tdeostei, 478 ; of Axolotl, 
480 ; Frog, 481 ; Sauropsida, 484 
Quadratojugal bone, 488 

Babbit, development of, 177; general 
growth of embryo of, 188 ; placenta of, 
199 

Badiate symmetry, passage from to bi- 
lateral symmetry, 308—310 
Baja, caudal vertebras of, 455 
Bat, placenta of, 200 
Becessus labyrinth!, 427 
Beissner’s membrane, 432 
Beptilia, development of, 167 ; viviparous, 
167 ; cerebellum of, 850 ; infundibulum 
of, 365; pituitary body of, 359; cere- 
brum of, 861; vertebral column of, 
458; arterial system of, 582; venous 
system of, 539 ; mesonephros of, 588 ; 
testicular network of, 596 ; spermatozoa 
of, 615 

Bestiform tracts of Elasmobranchii and 
Teleostei, 350 

Betina, histogenesis of, 404 
Betinulce, 396 
Bhabdom, 396 

Bhinoderma, brood-pouch of, 100 ; meta- 
morphosis of, 115 
Bibs, development of, 462 
Bosenmiiller’s organ, 597 
Botifera, excretory organs of, 561 
Bound ligament of liver, 646 
Buminantia, placenta of, 211 

Sacci vasculosi, 355 

SacculuB hemisphericus, 427 ; of Mammals, 
428, 429 

Sagitta. See * Chsotognatha ’ 

Salpa, sexual development of, 24 ; asexual 
development of, 28 

Salamandra, larva of, 117; vertebral 
column of, 456 ; limbs of, 509 ; mesone- 
phros of, 683 ; Mullerian duct of, 685 
SalmonidcB, hypoblast of, 57; generative 
ducts of, 580 

Sauropsida, gastrula of, 238; meaning of 
primitive streak of, 239 ; blastopore of," 
240 ; mandibular and hyoid arches of, 
483 ; pectoral girdle of, 493* 

Bcala, vestibuli, 430 ; tympani, 480 ; media, 
430 

Scales, general development of, 827 ; de- 
velopment of placoid scales, 326 
Scapula, 492 
Sclerotic, 401 

Scrotum, development of, 599 
Soyllium, caudal vertebras of, 455 ; mandi- 
bular and hyoid arches of, 476 ; pectoral 
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girdle of, 493 ; limbs of, 501 ; pelvic fin 
of, 504 ; pectoral fin of, 504 
Segmental duct, 568 ; development of in 
Elasmobranchs, 569 ; of Cyclostomata, 
577 ; of Teleostei, 578 ; of Ganoidei, 580, 
581 ; of Amphibia, 582 ; of Amniota, 
588 

Segmental organs, 568 
Se^ental tubes, 569 ; development of in 
Elasmobranchs, 570; rudimentary an- 
terior in Elasmobranchs, 571 ; develop- 
ment of secondary, 602 
Segmentation cavity, of Elasmobranchii, 
84 — 86; Teleostei, 56, 69, 70; Amphibia, 
100, 103 

Segmentation, meaning of, 274 
Segmentation of ovum, in Amphioxus, 2 ; 
Ascidia, 8 ; Molgula, 18 ; Pyrosoma, 
19; Salpa, 25; Elasmobranchii, 33; 
Teleostei, 56; Petromyzon, 69; Aci- 
p^nser, 84 ; Lepidosteiis, 92 ; Amphibia, 
100, 102; Newt, 103; Chick, 121; 
Lizard, 167 ; Babbit, 177 
Semicircular canals, 427 
Sense organs, comparative account of 
development of, 252 
Septum lucidum, 365 
Serous membrane, Lacerta, 172 ; of Babbit, 
196 

Seventh nerve, development of, 377 
Shell-gland, of Crustacea, 568 
Shield, embryonic, of Chick, 125; of 
Lacerta, 167 

SimiadsB, placenta of, 205 
Sinus rhomboidalis, of Chick, 134 
Sinus venosus, 524 
Sirenia, placenta of, 212 
Sixth nerve, 381 

Skate, mandibular and hyoid arches of, 
475 

Skeleton, elements of found in Vertebrata, 
447 

Skull, general development of, 465 ; histo- 
rical account of, 465; development of 
cartilaginous, 466 ; cartilaginous walls 
of, 470 ; composition of primitive car- 
tilaginous cranium, 466 
Somatopleure, of Chick, 141 
Spelerpes, branchial arches of, 117 
Spermatozoa, of Porifera, 612 ; of Verte- 
brata, 614 
Sphenoid bone, 489 
Sphenodon, hyoid arch of, 483 
Spinal cord, general account of, 342; 
white matter of, 842 ; central canal of, 
343, 345; commissures of, 343; grey 
matter of, 343 ; fissures of, 344 
Spinal nerves, posterior roots of, 869; 

anterior roots of, 372 
Spiracle, of Elasmobranchii, 50 ; Acipen- 
ser, 87 ; Amphibia, 112 
Spiral valve. See * Valve * 

S^deen, 547 


Splenial bone, 488 
Squamosal bone, 487 
Stapes, 436 ; of Mammal, 485 
Sternum, development of, 468 
Stolon of Doliolum, 24 ; Salpa, 28 
StomodiBum, 636 
Stria vascularis, 431 
Styloid process, 486 

Sub-intestinal vein, 535 ; meaning of, 
535 

Syngnathus, brood-pouch of, 55 
Subnotochordal rod, of Elasmobranchii, 
45 ; Petromyzon, 77 ; Acipenser, 91 ; Le- 
pidosteus, 95 ; general account of, 620 ; 
comparison of with siphon of Chseto- 
pods, 622 

Subzonal membrane, 196 ; villi of, 195 
Sulcus of Munro, 855 
Supraclavicle, 492 
Suprarenal bodies, 547 
Supra-temporal bone, 4S7 
Swimming bladder, see Air bladder. 
Sylvian aqueduct, 352 
Sylvian fissure, 365 

Sympathetic ganglia, development of, 
384 

Tadpole, 111, 114, 115 ; phylogenetic 
meaning of, 113 ; metamorphosis of, 
113; meaning of suctorial mouth of, 
481 

Tail of Teleostei, 64 ; Acipenser, 89 ; Le- 
pidosteus, 97 ; Amphibia, 109 
Tarsus, development of, 509 
Teeth, homy provisional, of Amphibia, 
112; general development of, 640; 
origin of, 640 

Teleostei, development of, 55 ; viviparous, 
55 ; comparison of formation of layers in, 
238; restiform tracts of, 350; mid-brain 
of, 352 ; infundibulum of, 355 ; cerebrum 
of, 361 ; nares of, 440 ; lateral line of, 
444 ; notochord and membrana elastica 
of, 452 ; vertebral column of, 456 ; ribs 
of, 463 ; hyoid and mandibular arches 
of, 476 ; pectoral girdle of, 493 ; pelvic 
girdle of, 498 ; limbs of, 507 ; heart of, 
523; arterial system of, 530; muscle- 
plates of, 552 ; excretory organs of, 578 ; 
generative ducts of, 580, 605, 616; 
swimming bladder of, 627; postanal 
gut of, 636 

Teredo, nervous system of, 341 
Test of Ascidia, 12 ; Salpa, 26 
Testicular network, of Elasmobranchs, 574 ; 
of Amphibia, 586; Beptilia, 596; of 
Mammals, 596 
Testis of Vertebrata, 614 
Testis, connection of with Wolffian body, 
in Elasmobranchii, 574 ; in Amphibia, 
585 ; in Amniota, 596 ; origin of, 605 
Thalamencephalrn of Chick, 145 ; general 
development of, 354 
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Third nerve, development of, 379 
Thymus gland, 627 

Thyroid gland, Petromyzon, 75; general 
account of, 624; nature of, 625; de- 
velopment of in Yertebrata, 626 
Tooth. . See * Teeth ’ 

Tori semicirculares, 852 
Tomaria, 807 

Trabeculae, 466, 468; nature of, 468 
Trachea, 630 

Trematoda, excretory organs of, 561 
Triton alpestris, sexual larva of, 118 
Triton, development of limbs of, 509 ; 

urinogenital organs of, 587 
Truncus arteriosus, 524; of Amphibia, 
625; of Birds, 526 

Tunioata, development of mesoblast of, 
243 ; test of, 326 ; eye of, 418 ; auditory 
organ of, 436 ; olfactory organ of, 438 ; 
generative duct of, 616; intestine of, 
631 ; postanal gut of, 634 ; stomodeeum 
of, 639 

Turbellaria, excretory organs of, 561 
Tympanic annulus of Frog, 483 
Tympanic cavity, of Amphibia, 111 ; Chick, 
149 ; Babbit, 192 ; general development 
of, 435 ; of Mammals, 485 
Tympanic membrane, of Chick, 150 ; gene^ 
ral development of, 435 
Tympanohyal, 486 

Umbilical canal of Elasmobranchii, 45, 
47, 48, 49 

Umbilical cord, 197 j vessels of, 198 
Ungulata, placenta of, 208 
Urachus, 198, 599 

Ureters, of Elasmobranchii, 574 ; develop- 
ment of, 596 
Urethra, 599 

Urinary bladder of Amphibia, 587; of 
Amniota, 598 

Urinogenital organs, see Excretory organs. 
Urinogenital sinus of Petromyzon, 677; 
of Sauropsida, 598 ; of Mammalia, 
599 

Urochorda, development of, 8 
Uterus, development of, 598; of Marsu- 
pials, 598 

Uterus masculinus, 598 
Utriculus, 427 
Uvea of iris, 403 

Vagus nerve, development of, 374, 376; 
intestinal branch of, 876 ; branch of to 
lateral line, 377 

Valve, spiral, of Petromyzon, 79; Aci- 
penser, 91 ; general account of, 631 
Valves, semilunar, 527; auriculo-ventri- 
cular, 528 

Vasa efferentia, of Elasmobranchs, 574 ; 
of Amphibia, 586; general origin of, 
697 

Vascular system, of Amphioxus, 7 ; Petro- 


myzon, 80; Lepidosteus, 96; general 
development of, 519 

Vas deferens, of Elasmobranchii, 575 ; of 
Amniota, 596 

Vein, sub-intestinal of Petromyzon, 80; 

Acipenser, 91 ; Lepidosteus, 96 
Velum of Petromyzon, 74 
Vena cava inferior, development of, 588 
Venous system of Petromyzon, 80 ; gene- 
ral development of, 535 ; of Fishes, 535 ; 
of Amphibia and Amniota, 538; of 
Bcptilia, 539 ; of Ophidia, 539 ; of Aves, 
541 ; of Mammalia, 545 
Ventricle, fourth, of Chick, 146 ; history of, 
349 

Ventricle, lateral, 860, 862 ; fifth, 365 
Ventricle, third, of Chick, 145 
Vertebral bodies, of Chick, 151 
Vertebral column, development of, 449, 
453 ; epichordal and perichordal de- 
velopment of in Amphibia, 458 
Vespertilionidffi, early development of, 179 
Vieussens, valve of, 361 
Villi, placental, of zona radiata, 105 ; sub- 
zonal membrane, 195; chorion, 197; 
Man, 204 ; comparative account of, 215 ; 
of young human ovum, 221, 225 
Visceral arches, Amphioxus, 6; Elasmo- 
branchii, 47—60; Teleostei, 62; Aci- 
penser, 87 ; Lepidosteus, 96 ; Amphibia, 
109, 110; Chick, 147; Babbit, 191; 
prasoral, 470; relation of to head ca- 
vities, 471 ; disappearance of posterior, 
472; dental plates of in Teleostei, 473 
Visual organs, evolution of, 387 
Vitelline arteries, of Chick, 162 
Vitelline veins, of Chick, 162 
Vitreous humour, of Ammocoetes, 81 ; 
general development of, 407; blood- 
vessels of in Mammals, 414; meso- 
blastic ingrowth in Mamnsals, 414 
Vomer, 488 

White matter, of spinal cord, 342; of 
brain, 348 

Wolffian body, see ‘Mesonephros * 

Wolffian duct, first appearance of in 
Chick, 152; general account of, 569; 
of Elasmobranchs, 571 ; of Ganoids, 580 ; 
of Amphibia, 585; of Amniota, 5S8; 
atrophy of in Amniota, 597 
Wolffian ridge, 153 

Yolk blastopore, of Elasmobranchii, 52 
Yolk, folding off of emb^o from, in 
Elasmobranchii, 45; in Teleostei, 62; 
Acipenser, 87 ; Chick, 139, 141 
Yolk nuclei, of Elasmobranchii, 34, 44; 
Teleostei, 56, 61 

Yolk, of Elasmobranchii, 33; Teleostei, 
55; Petromyzon, 79; Acipenser, 90; 
Amphibia, 101, ^107 ^ Chick, 121 ; in- 
fluence of on formation of layers, 230; 
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influence of on early development, 
282, 283 

Yolk-sack, Amphibia, 108, 115, 116; en- 
closure of, 101 

Yolk-sack, development of in Babbit, 188 ; 
of Mammalia reduced, 188; circulation 
of in Babbit, 5193 ; ^enclosure of in Sauro- 
psida, 240 

Yolk-sack, enclosure of, Petromyzon, 70 

Yolk-sack, Lepidosteus, 97 

Yolk-saok of Chick, enclosure of, 133; 


stalk of, 142; general account of, 161 ; 
circulation of, 162 ; later history of, 164 
Yolk-sack of Elasmobranchii, enclosure 
of, 61, 236 ; circulation of, 52 
Yolk-sack of Lacerta, 173 ; circulation of, 
173 

Yolk-sack, Teleostei, 61, 65 ; enclosure of, 
60 ; circulation of, 66 

Zona radiata, villi of, 195 
Zonula of Zinn, 407 




BIBLIOGRAPHY. 


Cephalochokda. 

(i) A. Kowalevsky. “Entwicklungsgeschiclite des AmphioxuB lauceolatus.” 
J\Iem. Acad. ImpCr. des Sciences de St P^tershourffy Series vii. Tom. xi. 1867. 

(3)^ A. Kowalevsky. “Weitere Studien iiber die Entwicklungsgeschichte des 
Amphioxus lanceolatus.” Archiv f. mikr* Anat.y Vol. xiii. 1877. 

(3) Leuckart u. Pagenstecher. Untersuchungen ttber niedere Seethiere.” 
MilllePs ArchiVy 1858. 

(4) Max Schultze. “Beobachtung junger Exemplare von Amphioxus.” Zeit. 
/. wiss. Zool.y Bd. III. 1861. 

(5) A. M. Marshall. “On the mode of Oviposition of Amphioxus.” Jour, of 
Anat, and Phys.y Vol. x. 1876. 


Urociiorda. 

(6) P. J. van Beneden. “Rcchcrches s. TEmbryogenie, I’Anat. et la Physiol, 

des Ascidies simples.” Acad. Iloy. de Belgique^ Tom. xx. 

(7) W. K. Brooks. “On the development of Salpa.” Bull, of the Museum of 
Comp. AfuU. at Harvard College^ Cnmhridgey Mass. 

(8) H. Fol. Etudes sur les Appendiculaires dii d^troit de Messine. Gen6ve ct 
Bale, 1S7‘2. 

(9) Ganin. “Neue Thatsacheu a. d. Entwicklungsgescliichto d. Ascidien.” Zeit. 
f. wiss. Zool.y Vol. XX. 1870, 

(10) 0. Gegeiibaur. “TJeber den Entwicklungscyclus von Doliolutn nebst Beiner- 
kungen iiber die Larven cliescr Thiere.” Zeit. f. wise. Zool.y Bd. vii. IPSO. 

(11) A. Giard. “Etudes crit'qnes des travaux d’embryogenie relatifs alaparente 
des Vert6br6s et des Tuniciers.” Archiv. Zool, experiment. ^ Vol. i. 1872. 

(12) A. Giard. “Rccherches sur les Synascidies.” Archiv, Zool. exp^r.y Vol. i. 
1872. 

(13) 0. Her twig. “Untersuchungeu iib. d, Bauu. d. Entwicklung des Cellulose- 
Mantels d. TunioateiJ.” Jeuaische Zeitschrifty Bd. vii. 1873. 

(14) Th. H. Huxley. .“Remarks upon Appendiculaiia and Doliolum.” Phil. 
Trans. y 1851. 

(15) Th. H. Huxley. “Observations on the anatomy and physiology of Salpa 
and Pyrosoma.” Phil. Trans. y 1851. 

(16) Th. H. Huxley. “Anatomy and development of Pyrosoma.” Linnean 
Trans.y 1860, Vol. xxiii. 

(17) Keferstein u. Ehlers. Zoologische BeitragCy 1861. Doliolum. 

(18) A. Kowalevsky. “Entwicklungsgeschichte d. einfachen Ascidien.” Mim. 
A cad. P^tershourgy vii. serie, T. x. 1860. 

(19) A. Kowalevsky. “Beitrag z. Entwick. d. Tunicaten.” Nachrichten d. 
konigl. Gesell. zu Gottingen. 1868. 

(20) A. Kowalevsky. “Weitere Studien iib. d. Entwicklung d. einfachen As- 
cidien,” Archiv f. mikr. Anat.. \o\. yii. 1871. 

(21) A. Kowalevsky. “Ueber Knospung d. Ascidien.” Archiv f. mikr.Anat.y 
Vol. X. 1874. 

(22) A. Kowalevsky. “Ueber die Entwicklungsgeschichte d. Pyrosoma.” 
Archiv f. mikr. Amt.y Vol. xi. 1876. 

(23) A. Krohn. “Ueber die Gattung Doliolum ii. ihre Arten.” Archiv f. 
Naturgeschichte, Bd. xvm. 1852. 

B. E. II. 


a 



it 


bibliography: 


(24) A. Krohn. “ Ueber die Entwicklung* d. Ascidien. ” MUller'i Archi\\ 

(25) A. Krohn. “XJebtt die Fortpflanzungsverhaltnisse d. Botiylliden.” Archiv 
/. Baturgesehichte^ Vol. xxxr. 1869. 

(26) A. Krohn. “Ueber die frtlheste Bildung d. Botryllenstocke,’* Archiv f» 
Naturgeschichte, Vol. xxxv, 1869. 

(27) C. Kiipffer. “Die Stammverwandschaft zwisohen Asoidien u. Wirbelthie- 
ren.’* Archwf, mikr. AnaL, Vol. vi. 1870. 

(28) C. Kupffer. **Zur Entwicklnng d. einfacben Ascidien.” Archiv /. mikr. 
Anat., Vol. vni. 1872. 

(29) H. Lacaze Diithiers. “Kecherches sur ^organisation et PEmbiyog^nie 
dea Ascidies (Molgula tnbulosa).** Comptes rendm^ May .80, 1870, p. 1154. 

(30) H. Lacaze Duthiers. “Lea Ascidies simples des Cotes de France (Be* 
velopment of Molgula).” Archiv, Zool, exp^r.^ Vol. iii. 1874. 

(31) B. Lenckart. “ Salpa u. Verwaudte.’* Zoologhche Unterstichungenf Heti n. 

(32) E. Metschnikoff. “Observations sur lo d6velopperaent de quelques ani- 
maux (Botryllus and Simple Ascidiaiis).” JiitlL d, VAcad, P^Aersbourg, Vol. xni. 1869. 

(33) H. Milne-Edwards. “Observations s. 1. Ascidies compos6es des cOtos de 
la Manche.” M^moires d. Vlmtitut, T. xviii. 1842. 

(34) W. Salensky. “ Ucber d. embryouale Entwicklungsgeschichte der Sali)en.” 
Zeit. /. tcis8, Zool.f B. xxvir. 1877. 

(35) W. Salensky. “Ueber die Knospung d. Salpen.” Morphol. Jahrbuch, 
Bd. III. 1877. 

^36) W. Salensky. “ Ueber die Entwicklung d. Hoden u. tiber den Generations- 
wecnsel d. Salpen.” Zeit. /. wiss. ZooL, Bd. xxx. Siippl. 1878. 

(37) C. Semper. “Ueber die Entstehnng d. geschichteten Cellulose-Epidermis 
d. Asoidien.” Arbeit, a. d. zooL-zoot, Imtit, Wurzburg ^ Vol. ii. 1875. 

(38) Fr. Todaro. Sopra lo aviluppo e V anatomia delle Salpe. Roma, 1875. 

{39) Fr. Todaro. “Sui primi fenomeni dello svilnppo delle Salpe,” Beale 

Aecadeniia del Linceif Vol. iv. 1880. 


Elasmobranchii. 

(40) F. M. Balfour, “A preliminary account of the development of the Elasmo- 
branch Fishes.” Quart. J, of Alicr, Science^ Vol. xiv. 1876. 

(41) F. M. Balfour. “A Monograph on the development of Elasmobranch 
Fishes.” London, 1878. Reprinted from the Journal of Anat, and Physiol, for 1876, 
1877, and 1878. • 

(42) Z. Gerbe. ** Recherches mr In segmentation de la cicatnde et la fonnation des 
produits adventifs de Vizuf des Flagiostomes et particuUerement des Kaies,^* Vide also 
Journal de V Anatomic et de la Physiologic, 1872. 

(43) W. His. “Ueb. d. Bildung v. Haifischenembryonen.” Zeit, f Ur Anat, u. 
Entwick., Vol. 11. 1877. 

(44) A. Kowalevsky. “Development of Aoantbias vulgaris and Mustelus laevis.” 
{Bnssian,) Transactions of the Kiew Society of Naturalists ^ Wo\. i. 1870. 

(45) R. Leuckart. “Ueber die allmahlige Bildung d. Kurpcrgestalt bei d. 
Bochen.” Zeit.f. whs, Zooh, Bd. ii., p. 258. 

(46) Fr. Leydig. Bochen u. Ilaie, Leipzig, 1852, 

(47) A, W. Malm. “Bidrag till kdnnedom ora utvecklingen af Rajee.” Kongl, 
vetenshaps akademiens ferhandlingar. Stockholm, 1876. 

(48) Job. Muller. Glatter Ifaie des Aristoteles und ilber die Verschiedenheiten 
water den Haifischen und Bochen in der Entwicklung des Eies, Berlin, 1^40, 

(49) S. L. Schenk. “Die Eier von Raja quadrimaculata innerhalb der Eileiter.” 
SUz. der k. Akad. Wien, Vol. lxxiii. 1873. 

(50) Alex. Schultz, “ Zur Entwicldungsgeschichte des Selachiereies.” Archiv 
fiir micro. Anat., Vol. xi. 1875. 

(51) Alex. Schultz. “Beitrag zur Entwicklungsgeschichte d. Knorpelfische.” 
Archiv filr micro. Anat., Vol, xiii, 1877. 

(52) C. Semper. “Die Stammesverwandschaft d, Wirbelthiere u, Wirbellosen,” 
Arbeit, a. d, zool.-zoot. Imtit. Wiirzhurg, Vol, n. 1875. 

(53) Semper. ‘‘Das Urogenitalsystem d. Flagiostomen, .etc,” Arbeit, a. d. 
iml.-zoot. Intiit. Wiirzhurg, Vol. ii. 1875. 

(54) Wyman, “Observations on the Development of Baja batis.” Memoirs of 
the American Academy of Arts and Sciences, Vol. ix. 1864. 



BIBLIOGRAPHY. 


iii 


Teleostei. 

(55) Al. Agassiz. the young Stages of some Osseous Fishes. I. De- 

velopment of the Tail.*^ Proceedings of the American Academy of Arts and Sciences^ 
Vol. xin. Presented Oct. 11, 1877. 

(56) Al. Agassiz. “II. Development of the Flounders.*^ Proceedings of the 
American Acad, of Arts and Sciences, Vol. xiv. Presented June, 1878. 

(57) K. E. V. Baer. Untersuchungen Hher die Entwicklungsgeschichte der Fische. 
Leipzig, 1835. 

(58) Ch. van Bambeke. “Premiers effete de la f^condation sur les ceufs de 
Poissons : sur l*origine et la signification du feiiillet muqueux ou glandulaire chez les 
Poissons Osseux,” Comptes Itendus des Stances de VAc(td4mie des Sciences, Tome nxxiv. 
1872. 

(59) Ch. van Bambeke. “ Eecherches sur TEmbryologie des Poissons Osseux. ” 
couTonnis et Mem, de savants Strangers de V Academic rog, Belgique, Vol. xl. 1875. 

(60) E. V. Beneden. “A contribution to the history of the Embryonic develop- 
ment of the Teleosteans.” Quart. J, of Micr. ScL, Vol. xviii. 1878. 

(61) E. Calberla. “Zur Entwioklung des Medullarrohres u. d. Chorda dorsalis 
d. Teleostier u. d. Petromyzonten.” Morphologisches Jahrbuch, Vol. m. 1877. 

(62) A. Gbtte. “Beitrilge zur Entwicklungsgeschichte der Wirbelthiero.” Archiv 
f, mikr, Anat., Vol. ix. 1873. 

(63) A. Gfitte. “Uebor d. Entwicklungd. Central-Ncrvensystems der Teleostier.’* 
Archiv f. mikr, Anat, Vol. xv. 1878. 

(64) A. Gbtte. “Entwick. d. Teleostierkeime. ” Zoologischer Anzeiger, No. 3. 
1878. 

(65) W. His. ‘‘Untersuchungen fiber die Entwicklung von Enochenfischen, etc.” 
Zeit, f, Anat, n, Enticicklungsgescliichte, Vol. i. 187(5. 

(66) W. His. “Untersuchungen fiber die Bildung des Knochenfischembryo 
(Salmen).” Archiv f. Anat n. Physiol., 1878. 

(67) E. Klein. “Observations on the early Development of the Common Trout.” 
Quart J, of Micr. Science, Vol. xvi. 1876. 

(68) C. Kupffer. “Beobachtungen fiber die Entwicklung der Knochenfische.” 
Archiv f. mikr. Anat, Bd. iv. 1868. 

(69) C, Kupffer. IJeher Laichen u, Entwicklung des Ostsee-JIerings, Berlin, 1878. 

(70) M. L e r c b 0 u 1 1 e t. “ Becherches sur le d6veloppoment du brochet de la perche 
et de I’ecrevisse. ” Annales des Sciences Nat., Vol. i., Seiies iv. 1854. 

(71) M. Lereboullet. “Becherches d’Embryologio comparee sur le d6veIoppe- 
ment de la Truite,” An. Sci. Nat, quatribme s^rie, Vol. xvi. 1861. 

(72) T. Gellacher. “Beitriige zur Entwicklungsgeschichte der Knochenfische 
nach Beobachtungen am Bachforellenei.” Zeit, f. wiss. Zool., Vol. xxii., 1872, and 
Vol. xxiii., 1873. 

(72*) H. Bathke. Ahh. z, Bildung u, Entwick. d. Menschen u. Thieve. Leipzig, 
1832-3. Part ii. Blenuius. 

(73) Bieneck. “Ueber die Schiohtung des Forellenkeims.” Archiv f, mikr. 
Anat, Bd. v. 1869. 

(74) S. Strieker. “Untersuchungen fiber die Entwicklung der Bachforelle.” 
Sitzungshcrichte der Wiener k. Aknd. d. Wise., 1865. Vol. li. Abth. 2. 

(75) Carl Vogt. “ Embry ologie des Salmones.” H is toire Naturelle des Poissons 
de VEurope Centrale, L. Agassiz. 1842. 

(76) C. Weil. “Boitriigo zur Kenntniss der Knochenfische.” Sitzungsher. dcr 
Wiener kais* Akad, der Wiss., Bd. lxvi. 1872. 

Cyclostomata. 

(77) E. Calberla. “Der Befruchtungsvorgang beim Petroinyzon Planeri.” 
Zeit. f, wiss. Zool. Vol. xxx. 1877 . 

(78) E. Calberla. “Ueb. d. Entwicklung d. Medullarrohres u.d. Chorda dorsalis 
d. Teleostier u. d. Petromyzonten.” Morpholog. Jahrbuch, Vol. in. 1877. 

(79) 0. Kupffer u. B. Benecke. Der Vorgang d. Befruchtung am Ei d. Neun- 
augen. Kdnigsberg, 1878. 

(8a) Aug. Muller. “Ueber die Entwicklung d. Neunaugen.” Muller’s Archiv, 
1856. 

(81) Aug. Muller. Beobachtungen ilb. d. Befruchtungsersche inungen im Ei d. 
Neunaugen, Kdnigsberg, 1864. 



iv 


BIBLIOGRAPHY. 


(82) W. Milller. “Pas Urogenitalsystem* d. Amphioxiis u. d. Cyclostomen.’* 
J,enai8che Zeitschriftf Vol. ix. 1875. 

(83) Ph. Owsjannikoff. “Pie Entwick. von d. Flussneunaugen. ** Vorlfiuf. 
Mittheilung. Milanges Biologiques tir^s du Bulletin de VAcad, Ivip, St P^tersbourg, 
Vol.vn. 1870. 

(84) Ph. Owsjannikoff. On the development of Petromyzon Jluviatilis (BAissmn), 

(85) An-ton Schneider. Beitrdge z, vergleich, Anat. u. Entwick. d. Wirbelthiere. 
Quarto. Berlin, 1879. 

(86) M. S. Schultzc. “Pie Entwickl. v. Petromyzon Plaueri.” Gekronte 
Preisschrift. Haarlem, 1866. 

(87) W, B. Scott. “Vorlaufige Mittheilung lib. d. Entwicklungsgescliichte d. 
Petromyzon ten.” Zoolog Ucher Anzeiger^ Nos. 63 and 64. iii. Jahrg. 1880. 


Ganoipei. 

Acipenserido}. 

(88) Knock. “Pie Besclir. d. Beise z. Wolga Behufs d. Sterlettbefruchtung.” 
Bull. Soc. Nat. Moscow, 1871. 

(89) A. Kowalevsky, Ph. Owsjannikoff, and N. Wagner. “Pie Entwick. d. 
StSre.” Vorliiuf. Mittheilung. Melanges Biologiques tirds du Bulletin d. VAcad. Imp. 
St Petersbourg, Vol. vii. 1870. 

(90) W. Salensky. “Pevelopment of the Sterlet (Acipenser ruthenus).” 2 Parts. 
Proceedings of the Society of Naturalists in the imperial University of Kasan. 1878 and 9 
(Russian). Part I., abstracted in Hoffmann and Schwalbe’s Jahresbericht for 1878. 

(91) W. Salensky. “ Zur Embryologie d. Ganoiden (Acipenser).” Zoologischer 
Anzeiger, Vol. i., Nos. 11, 12, 13. 

Lepidosteidcc. 

(92) Al. Agassiz. “The development of Lepidosteus.” Proc. Amer. Acad, of 
Arts and Sciences^ Vol. xm. 1878. 

Amphibia. 

(93) Ch. van Bambekc. “Itecherches sur le d6veloppement du PMobate brun.” 
Meinoires couronnis^ etc. de VAcad. roy. de BelgiquCf 1868. 

(94) Bambeke. “Recherches sur I’embryologie des Batraciens.” 
Bulletin de VAcad. roy. de Belgique, 1875. 

(95) Ch. van Bambeke. “Nouvelles recherches sur I’embryo’.ogie des Batra- 
ciens.” Archives de Biologic, Vol. i. 1880. 

(96) K. E. von Baer. “ Pie Metamorphose des Eies der Batrachier. ” Muller’s 
Archiv, 1834. 

(97) B. Benecke. “ Ueber die Entwicklung des Erdsalamanders. ” Zoologischer 
Anzeiger, 1880. 

(98) S. F. Clarke. “Pevelopment of Amblystoma punctatum,” Part I., External. 
Studies from the Biological Laboratory of the Johns Hopkins University, No. ii. 1880. 

(99) H. Cram er. “ Bemerkungen lib. d. Zellenleben in d. Entwick. d. Froscheies. ’ 
Muller’s Archiv, 1848. 

fioo) A. Ecker. leones Physiolog. — 1859. 

(foil A. G&tte. Die Entwicklungsgeschichte der Unke. Leipzig, 1875. 

(102) 0. K. Hoffmann. “Amphibia.” Klassen u. Ordnungen d, Thiem^eichs, 
1873--1879. 

(103) T. H. Huxley. Article “Amphibia” in the Encyclopeedia Britannica. 

(104) A. Moquin-Tandon. “ P6veloppement des Batraciens anures.” Annales. 
des Sciences Naturelles, iii. 1875. 

(105) G. Newport. “On the impregnation of the Ovum in Amphibia” (three 
fnemoirs). Phil. Trans. 1851, 1853, and 1854. 

(106) W. K. Parker. “On the structure and development of the Skull of the 
common Frog.” Phil. Trans., clxi. 1871. 

{107) W. K. Parker. “On the structure and development of the Skull of the 
Bairaohia.” Phil. Trans., Vol. cjxlvi., Part 2. 1876. 



j^^BLIOGRAPHY. 


(108) W» C. H. Peters. *^Ueber die Entwioklung der Goecilien und besouders von 
Ooecilia compressicauda.** Berlin, Monatsberichtt p. 40, 1874. 

(109) W. C. H. Peters. “Ueber die Entwioklung der Goecilien.’* BerL MonaU* 
berichtf p. 483, 1875. 

(no) J. li. Prevost and J. B. Dumas. “DeuxiSme M6ni. s. 1. g6n5ration. 
D6veloppement de I’ceuf d. Batraciens.** Ann, Sci, Nat. ii. 182 i. 

(nr) B. Bemak. Untersuchungen fiber die Entmckfung der Wirhelthiere^ 1860 — 
1868. 

(ni) M. Busconi. DSveloppement de la grenouille commune depuU le moment de 
sa namance juffqu*d, son iStat parfait, 1826. 

(113) M. Busconi. Ilistoire naturelU^ dSveloppement et metamorphose de la Sala- 
mandre terrestre, 1864. 

(114) W. B. Scott and H. F. Osborn. “On the early development of the 
common Newt.” Quart. J. o f Mier. Science^ Vol.-xxix. 1879. 

(115) S. Strieker. “Entwicklungsgeschiclite von Bufo cinereiis.” Sitzh, der 
kaiserl, Acad, za Wien, 1860. 

(116) S. Strieker. “Untersuchungen iibor die eraton Anlagen in Batrachier- 
Eiern.” Zeitsc'irift f. wiss. Zoologie, Bd. xi. 1861. 


Avks. 

(117) K. E. von Baer. Ueh. Entwickhingsgerchivhte d. Tide re'' Konigsberg, 
1828—1837. 

(n8) F. M. Balfour. “The development and growth of the layers of the 
Blastoderm,” and “On the disappearance of the Primitive Groove in the Embryo 
Chick.” Quart. J. of Micros. Science, Vol. xm. 1873. 

(119) M. Braun. “Die Entwicklung d. Wellenpapagei’s.” Parti. Arbeit, d. 
zool.-zoot. Instit. Wurzburg, Vol. v. 1879. 

(120) M. Braun. “Aus d. Entwiek. d. Papageien; I. Biickenmark; II. Entwick- 
liing d. Mesoderms; III. Die Verbiiidungen zwischen Biickenmark u. Darm bei 
Vogeln.” Verh. d. phgs.-med. Ges. zu Wiirzhurg. N. F. Bd. xiv. and xv. 1879 
and 1880. 

(12 1) J. Disse. “Die Entwicklung de.s mittlcren Keimblattes im Hiihnerei.” 
Archiv fur mikr. Anat., Vol. xv. 1878. 

(122) J. Disse. “ Dio Entstehung d. Blutos u. d. ersten Gefasse im Hiihnerei.” 
Archie f. mikr. Anat., Vol. xvi. 1879. 

(123) Fr. Durante. “Sulla struttura della macula gorminativa dclle uova di 
Gallina.” Ricerche ncl Lahoratorio di Anatomia della R. Universitd di Roma. 

(124) E . D u r s y. Der Pri miti ostreif des UUhnehens. 1867 . 

(125) M. Duval. “Etude sur la ligne primitive de I’embryon do Poulet.” 
Annales des Sciences Naturelles, Vol. vii. 1879, 

(126) M. Foster and F. M. Balfour. Elements of Embryology. Part I, Lon- 
don, 1874. 

(127) Gasser. “Der Primifciv.streifeii bei Vogclembryonen. ” Schriften d. 
Gesell. zur Beford. d. gesammlen Naturwiss, zu Marbury, Vol. ii. Supplement i. 
1879. 

(128) A. Gotte. “Beitragc zur Entwicklungsgcschiclite d. Wirbelthiere. II* Die 
Bildung d. Kcimblatter u. d. Blutes im Hiihnerei.” Archiv fur mikr. Anat., Vol. x. 
1874. 

(129) V. Hensen. “Embryol. Mitth.” Archiv f. mikr. Anat., Yol. iii. 1867. 

(130) W. His. Uutersuch. iib. d. erste Anlage d. Wirbelthierleibes. Leipzig, 
1868. 

(131) W. His. Unsere Korperform und das physiol. Problem Hirer Entstehung. 
Leipzig, 1875. 

(132) W. His. “ Der Eeim wall des Hiihnereies u. d. Entstehung d. parablastischen 
Zellen.” Zeit. f. Amt. u. Entwicklungsgeschichte, Bd. i. 1876. 

(133) W. His. “Neue Untersuchungen iib. die Bildung des HUhnerembryo I.” 
Archiv f. Anat, u. Phys, 1877. 

(134) E. Klein. “Das mittlere Keimblatt in seiner Bezieh. z. Entwick. d. ers. 
Blutgeiasse und Blutkorp. im Hiihnerembryo.” Sitzungsber, Wien. A kad., Yol, lxiii.' 
1871. 

(135) A. Kdlliker. Entwicklungsgeschichte d, Menschen u. d. hbheren Thiere. 
Leipzig, 1879. 



Vi BIBLIOGBAFflY. 

<136) C. Knpffer* **Die Entsteh. d. Allantois u. d. Gastrula d. Wirbeltli.*' 
Zaolog, Anzeiger, Vol. ix. 1879, pp. 620, 698, 612. 

(137) C. Kupffer and B. Beneoke. ** Photogramme z. Ontogenie d. Vdgel.** 
Nov, Act, d, k, Leop,-Carol,-I)euUchen Akad, d. Naturforscher^ Vol, xli. 1879. 

(138) J. Oellaoher. Untersaohungen tiber die Furchung u. Blatterbildong im 
HUhnerei.*^ Stncker*^ Studien, 1870. 

(139) C. H. Pander. Beitrage z, Entwick, d, HUnchena im Eie, Wftrzburg, 

I8I7 * 

(140) A. Ranber. “Ueber die Embryonalanlage des Hiihnchens.’* Centralblatt 
fiir d, medic, Wissensckaften, 1874 — 75. 

(r4i) A. Bauber. Ueher die Stellung des Hiihnchem im Entwicklungsplan, 1876. 
(i^a) A. Rauber. “ Priniitivrinue und Urmund. Beitrage zur Entwicklungs- 
geschichte des HUhnchens.” Morphol. Jahrhuch, B. ii. 1876. 

(143) A. Rauber. Primitivstreifen und Neurula der Wirhelthiere in normaler und 
pathologischer Beziehung, 1877. 

(144) R. Remak. XJnterauch. iih, d. Entwicklung d, Wirhelthiere, Berlin, 1850 — 55. 

(145) S. L. Schenk. ** Beitrage z. Lehrev. d. Organanlage im motorischen Keim- 
blatt.*’ Sitz, Wien, Akad,^ Vol. lvii. 1860. 

{146) S. L. Schenk. “Beitrage z. Lehre v. Amnion.*’ Archivf, mikr, Anat,^ Vol. 
vii. 1871. 

(147) S. L. Schenk. Lehrhuch d, vergleich, Emhryol, d, Wirhelthiere, Wien, 

1874. 

(148) S. Strieker. “Mittheil. ub. d. selbststandigen Bewegungen embryonaler 
Zeilen.” Sitz, Wien, Akad.^ Vol. xlix. 1864. 

(14Q) S. Strieker. ‘‘Beitrage zur Kenntniss des Hiihnereies.” Wiener Sitzunga- 
ber,i Vol, liv. 1866. 

{150) H. Virchow. Ueber d. Epithet d, JOottersackea im Hiihnerei, Inaug. Diss. 
Berlin, 1875. 

(151) W. Waldeyer. “Ueber die Kcimblatter und den Primitivstreifen bei der 
EntwicMung des Huhuererabryo.” Zeitschrift fiir rationelle Medicin, 1869. 

( 1 ^ 2 ) 0, F. Wolff. Theoria generationis, Halgp, 1759. 

(*53) Wolff. Ueb, d, Bildmo d, Danncanala im behrllteten HUnchen, 

Halle, 1812. 

Reptilia. 

(154) C. Kupffer and Benecke. Die erste Entwicklung am Ei d, Beptilien, 
Konigsberg, 1878. 

(155) C. Kupffer. “ Die Entstehung d. Allantois u. d. Gastrula d. Wirbelthiere,” 
Zoologiacher Anzeiger, Vol. ii, 1879, pp. 620, 693, 612. 

Lacertilia, 

(156) F. M. Balfour. “On the early Development of the Lacertilia, together 
with some observations, etc.” Quart, J, of Micr, Science^ Vol. xix. 1879. 

(157) Emmert u. Hochstetter. “ Uiitersuchung iib. d. Entwick. d. Eidechsen 
in ihren Eiern.” Reil’s Archiv, Vol. x. 1811. 

(158) M. Le reboullet. “D6veloppement de la Truite, du Lizard et du Limn^e. 
II. Embiyologie du Lezard.” An, Sci, NaU^ Ser. iv., Vol. xxvii. 1862. 

(159) W. K. Parker. “ Structure and Devel. of the Skull in Lacertilia. ” Phil, 
Trans., Vol. 170, p. 2. 1879. 

{160) H. Strahl. “Ueb. d. Canalis myeloentericus d. Eidechse.” Schrift, d, 
Geaell, z, Befdr, d, gesam, Naturwka, Marburg. July 28, 1880. 

Ophidia, 

(161) H. Du troche t. “Recherches s. 1. enveloppes du foetus.” M4m, d, Soc. 
Mid, d^Emulation, Paris, Vol. viii. 1816. 

(162) W. K. Parker. “On the skull of the common Snake.” Phil, Trana.t 
Vol. 169, Part n. 1878. 

(163) H. Rathke. Entwick, d. Natter, Konigsberg, 1839. 

Chelonia. 

(164) ^ Agassiz. ' Contributiona to the Natural Hiatory of the United Statea, 



BIBLIOGRAPHY. 


vii 


{165) W. E. Parker, On the development of the skull and nerves in the green 
Turtle.” Free, of the Roy. Soc.^ Vol. xxviii. 1879. Vide also Nature April 14, 1879, 
and Challenger Reports, Vol. i. 1880. 

(166) H. Eathke. Ueh. d. Entwicklwng d. SchildkriHen. Braunschweig, 1848, 

C^'ocodilia. 

(167) H. Bathke. Ueher die Entwickhmg d. Kroliodile. Braunschweig, 1866. 


Mammalia. 

(168) K. E. von Baer. Ueh. Entwicklungsgeschichte d. Jhiere. Konigsherg, 1828- 
1837. 

(169) Barry. “Eesearclies on Embryology.*' First Series. Philosophical Trans- 
actions, 1838, Part II. Second Series, Ibid. 1839, Part II. Third Series, Ibid. 1840. 

(170) Ed. van Beneden. La nuituration de Vecuf, la fdcondation et les premieres 
phases du developpement eihlmjonaire d. Mammiferes, Bruxelles, 1875. 

(171) Ed. van Beneden. “Recherches sur I’embryologie des MammifSres.*’ Ar- 
chives de Biologic, Vol. i. 1880. 

(172) Ed. V. Beneden and Ch. Julin. ** Observations siir la maturation etc. de 

I’cBuf chez les Cheiropt^.ros.” Archives de Biologic, Vol. i. 1880. ^ 

(173) Th. L. W. Bischoff. Entwicklungsgeschichte d. Sdugethiere u. des Menschen. 
Leipzig, 1812. 

(174) Th. L. W. Bischoff. Entwicklungsgeschichte des Kaninchouies. Braun- 
schweig, 1842. 

(175) Th. L. \V. Bischoff. Entwicklungsgeschichte des Hundeeies. Braun- 
schweig, 1846. 

(176) Th.L. W. Bischoff. Entwicklungsgeschichte des Meersehweinchens, Giessen. 
1862. 

(177) Th. L. W. Bischoff. Entwicklungsgeschichte des liehes. Giessen, 1854. 

(178) Th. L. W. Bischoff. “Neue Beobachtungen z. Entwicklung.sgesch. des 
Meersehweinchens.” Ahh. d. hagr. Akad., Cl. ii. Vol. x. 1866. 

(179) Th. L. W. Bischoff. Historisch-kritische Beinerkungen z. d. neuesten 
Mittheilungen iih, d. erste Entwick, d. Snugethiereier. Miinchen, 1877. 

(180) M, Coste. Emhryog^nie compared. Paris, 1837, 

(181) E. Haeckel. Anthropogenie, Entwicklungsgeschichte des Mcmchen. Leipzig, 
1874. 

(182) V. Hen sen. “Beobachtungen iib. d. Befrucht. u. Entwick d. Kaninchens 
11. Meersehweinchens.” Zeit.f. Aunt. u. Entwick., Vol. i. 1876. 

(183) A. Kollikcr. Enticicklungsgeschichte d. Menschen u. d. hoheren Thiere. 
Leipzig, 1879. 

(184) A. Kblliker. “Die Entwick. d. Keimblatter des Kaninchens.” Zoologiseher 
Anzeiger, Nos. 01, 62, Vol. iii. 1880. 

(185) N. Lieberkiihu. Ueher d. Kcimhldlter d, Sdugethiere. Doctor- Juhelfeier 
d. llerrn JI. Nasse. Marburg, 1879. 

(186) N, Lieberkiihn. “Z. Lehre von d. Keimblattern d. Saugethiere.” Sitz. d. 
GeselL z. Beford. d. gesam. Naturwiss, Marburg, No. 3. 1880. 

(187) Rauber. “Die erste Eutwicklung d. Kaninchens.*' Sitzungsber. d.natwfor. 
Oesell. z. Leipzig. 1876. 

(t88) C. B. Reichert. “Entwicklung des Meersehweinchens.** Ahh. der Berl. 
A had. 1862. 

(189) E. A. Schafer. “Description of a Mammalian ovum in an early condition 
of development. ’* Proc. Roy. Soc., No. ItoS, 1876. 

(190) E. A. Schafer. “A contribution to the history of development of the 
guinea-pig.** Journal of Anat. and Plugs., Vol x. and xr. 1876 and 1877. 

Foetal M&nibranes and Placenta of Mammalia. 

(191) JohnAnderson. Anatomical and Zoological researches in Western Yunnan, 
London, 1878. 

(191) K* E. von Baer. Untersuehungen Uber die Oefdssverbindung zwischen 
Mutter und FruchU 1828, 



viii 


BIBLIOGRAPHY. 


( 193 ) C* G. Carus. Tabulae anatomiam eomparativam illvstrantes. 18dl» 1840. 

(194) H. C. Chapman. **The placenta and generative apparatus of th< 
Klephant. Joum. Acad, Nat, Sc,, Philadelphia. Vol. viir. 1880. 

( 195 ) C. Creighton. **0n the formation of the placenta in the gmnea>pig.’ 
Journal of Anat, and Phys., Vol. xn. 1878. 

(196) Ecker. leones Physioloyicae, 1852-1859. 

(197) G. B. Ercolani. The utricular glands of the uterus, etc., translated froxr 
the Italian under the direction of H. O. Marcy. Boston, 1880. Contains translationii 
of memoirs published in the Mem, delV Accad, d, Scienze d, Bologna, and additional 
matter written specially for the translation. 

(198) G. B. Ercolani. Nuove ricerche sulla placenta nei pesci cartilaginosi i 
nei mammiferi, Bologna, 1880. 

(199) Eschricht. De organis quae respirationi et nutritioni foetus Mammalium 
inservxunt, Hafniae, 1837. 

(200) A. H. Gar rod and W. Turner. ‘‘The gravid uterus and placenta oi 
Hyomoschus aquations. ’’ Proc, Zool, Soc., London, 1878. 

(201) P. Harting. llet ei en de placenta van Halicore Dugong, Inaug. dies. 
Utrecht. “On the ovum and placenta of the Dugong.” Abstract by Prof. Turner, 
Journal of Anat. and Phys,, Vol. xiii. 

a Th. H. Huxley. The Elements of Comparative Anatomy. London, 1864. 
A. Kdlliker. “Ueber die Placenta der Gattung Tragulus.” Verb, dei 
Wiirzb, phys. -med. Geselhchaft, Bd. x. 

• (204) C. D. Meigs. “On the reproduction of the Opossum (Didelphis Virginiana).’ 
Amcir, Phil. Soc. Trans., Vol. x. 1853. 

(205) H. Milne-Ed wards. “Sur la Classification Naturelle.” Ann. Sciences 
Nat,, S^r. 3, Vol. i. 1844. 

(206) Alf. Milne-Edwards. “Ilecherches sur la famille dcs Chevrotains.’* Ann. 
des Sciences Nat., Series v., Vol. ii. 1864. 

(207) Alf. Milne-Edwards. “ Observations sur quelques points de I’Embryologie 
des Lemuriens, etc.” Ann. Sci. Nat., Sor. v., Vol. xv. 1^72. 

(208) Alf. Milne-Edwards. “Sur la conformation du placenta chez le Ta- 
mandua.” Ann. des Sc, Nat., xv. 1872. 

(209) Alf. Milne-Edwards. “Kecherches s. 1. enveloppes fadales du Tatou A 
neuf bandes.” Ann. Sci. Nat., Ser. vi., Vol. viii. 1878. 

(2io) B. Owen. “On the generation of M irsupial animals, with a description of 
the impregnated uterus of the Kangaroo.” Phil. Trans., 1834. 

(211) K. Owen. “Description of the membranes of the uteiinc feetus of the 
Kangaroo.” Mag. Nat. Hist., Vol. i. 1837. 

(212) E. Owen. “On the existence of an Allantois in a foetal Kangaroo (Macroims 
major).” Zool. Soc. Proc., v. 1837. 

(213) B. Owen. “Description of the foetal membranes and placenta of the Ele- 
phant.” Phil. Trans., 1857. 

(214) B. Owen. On (he Anatomy of Vertebrates, Vol. iii. London, 18C8. 

(215) G. Bolleston. “Placental structure of the Tenrec, etc.” Transactions oj 
the Zoological Society, Vol. v. 1866. 

(216) W. Turner. “Observations on the structure of the human placenta.” 
Journal of Anat. and Phys., Vol. vii. 1868. 

(217) W. Turner. “On the placentation of the Cetacea.” Trans. Boy. Soc. 
Edinb., Vol. xxvi. 1872. 

(218) W. Turner. “On the placentation of Sloths (Choloepus Hoffmanni). ’* Tram, 
of B. Society of Edinburgh, Vol. xxvn. 1875. 

(219) W. Turner. “On the placentation of Seals (Halichoerus gryphus).” Trans, 
of B. Society of Edinburgh, Vol. xxvii. 1875. 

(220) W. Turner. “On the placentation of the Cape Ant-eater (Orycteropus 
capensis).” Journal of Anat, and Phys., Vol. x. 1876. 

(221) W. Turner. Lectures on the Anatomy of the Placenta, First Series. 
Edinburgh, 1876. 

(222) W. Turner. “Some general observations on the placenta, with special 
reference to the theory of Evolution.” Journal of Amt. and Phxjs., Vol. xi. 1877. 

(223) W. Turner. “On the placentation of the Lemurs.” Phil 
166, p. 2. 1877. . ' .Che Zeitsch., Vo 

(224) W. Turner. “On. the placentation of Apes.” Phil, 1' 

(225) W. Turner. “ The cotyledonary and diffused plaoenta ^ .e Mexican deer 
(Cervua Americanus).” Journal yf Anat, and Phys., Vol. xni. 1879. ‘ 



BIBUOGRA PHY, 


IK 


Human Embryo, 

(226) * Fried. Ahlfeld. *‘Besohreibtmg eines sehr kleineii menscblichen Eies.*' 
Archivf, Qijnaekologle, Bd. xm. 1878. 

(227) Herm. Beigel und Ludwig Loowe. “ BescJirei bung eines mensolilichen 
Eichens aus der zweiten bis dr.tten Woohe der Schwangerschuft.” A rchiv /. Gynaekologie^ 
Bd. XII. 1877. 

(228) K. Breus. “Uebrr ein mcnschliches Ei aus der zweiten Woche der Gravi- 
ditiit.’* Wiener viedicinUche Wochenschnft^ 1877. 

(229) M. Coste. Histoire generate et particuliere dii d&vdjppenient dee corps or- 
ganix^A^ 1847-59. 

(230) A. Ecker. leones Physicloglcae. Leipzig, 1851-1850. 

(231) V. Heiisen. “Beitrag z. Moipbologie d. Korperform u. d. Gehinis d. 
menscblichen Embryo^!.” A rchiv f. Anat. u. Phyx., 1877. 

(232) W. II is. Anatomic menxchlicher tAnbryonen^ Part i. Emhryonen d. ersteii 
Jldonatx. Leipzig, 1880. 

(233) J. Kolhnann. “Die monsohlicheu Eier von G MM. Grosse.” Archiv /. 
Anat. und Phyx., 1879. 

(234) W. Krause. Ueber d. Allantois d. Menscbeii.” Archiv /. Anat. und Phys.y 
1875. 

(235) W. Krause. “Ueber zwei frUbzeitige monschlichc Embryonen.” Zeit.f. 
wixs^ Z-ool., Vol. xxKV. 1880. 

(236) L. Loewe. “ [m Sachen der Eihiiute jiingster monschlicher Eier.” Archiv 
fur Oynaehologie, Bd. xiv. 1879. 

(237) C. B. Keichert. “Beschreibungeiner fiiilizeitigen menscblichen Fruebt im 
blascheMfdrinigen BiMungs/iistande (sjukbhiniger Keim von Baci) nebst vergloicbcndeii 
Untersiicbungeii iiber die blascbenfdruiigen Fruchte der Saiigetliieie und des Menschon.” 
AbhandJungen der kdnigJ. Ahad. d. ir/.v.v. za Jicrlin, 1879. 

(238) Allen Thomson. “ Oontribut'.ons to the history of the structure of the 
human ovum and embryo before the third week after conct'ptioii ; with a description of 
some early ova.” Edinburgh Med, Surg. Journal, Vol, lit. 18,89, 

COMPAIUSON OF THE FOUHATION OF THE OEUMINAE LAYERS IN 
THE VeRTERUATA. 

(239) F. M. Balfour. “A comparihon of the early stages In the development of 
Vertebiates.” Quart. J. of Micr. Scieiioe, Yol. xv. 1875. 

(240) F. M. Balfour. “A monograph on the devcl.ipincnt of Elasmobranch 
Fishes.” London, 1878. 

(241) F. M. Balfour. “On the early development of the Lacertilia together with 
some observations, etc.” Quart. J. of Micr, Science, Vol. xix. 1879. 

(242) A. Gotte. Die Kntu'ichlungxgexchichte d, Vnke. Leipzig, 1875. 

1243) VV. His. “Ueb. d. Billung d. Haifiscbcmbiyonen.” Zeit.f. Anat. u. Ent~ 
wick., Vol. II. 1877. Cf. also Ilis’ papers on Tcloostei, Nos. 65 and 66. 

(244) A. Kowalevsky. •* Kntwick. d. Ainphioxus lanceolatiis.” Mem. Acad,d<8 
Scieneex St Petersbourg, Ser. vii. Tom. xr. 18G7. 

(245) A. Kowalevsky. “Weiterc Stulien iib. d. Entwick. d. Ampbioxus Ian- 
ceoiatus.” Archiv f. mikr. Anat., Vol. xiii. 1877. 

(246) C. Kupffer. “Die Eutstehung d. Allantois u. d. Gastrula d. Wirbeltbicre.” 
Zool. Anzeiger, Vol. ii. 1879, pp. 520, 593, G12. 

(247) 11. llemak. Utiterxuchungeniib. d. Entirickhtng d. Wirbelthiere, 1850 — 1858. 

(248) A. Bauber. P/imitivstreiJen u, Ncurult d, Wirbelthiere, Leipzig, 1877. 


PUYI.OGENY OF THE CHORDATA. 

(249) F. M. Balfour. A Monograph on the development of Elasmobranch Fisher,^ 
London, 1878. 

, (2<;o) A. Dolirii. Der Urxprung d, Wirbelthiere und d. Princip, d. Functions^ 
^ •n/dg,*1875. 

, / '*1. Sch'tpfuugsgeschichte. Leipzig. Vide also Translation, 
The ^ . 1 , King and Co., London. 1876. 

(252) E. Ill i\. Anthropogenie, Leipzig. Ft dc also Translation. Anthra- 
pogeny, Kegan Paul and Co., London, 1878. 

B. E. II. 


b 



X 


BIBLIOGRAPHY. 


hbi) A. Kowalevsky. Entwioklungsgeschichte d. Amphioxus lanceolatus/’ 
Acad. d. Seien. St P4tenboargt Ser. VII. Tom. xi. 1867, and Archiv /. mihr. 
Anat., Vol. xm. 1877. 

(254) A. Kowalevsky. Weitere Stud. ub. d. Entwick. d. einfachen Ascidien.” 
Archil ) /. mikr. Anat.f Vol. vii. 1871. 

{255) C. Semper. “Die Stammesverwandschaft d. Wirbelthiere u. Wirbellosen.** 
Arbeit, a. d. zool.-zoot. Instit. )nJrzhurg, Vol. 11. 1875. 

{256) C. Semper. “Die Verwandschaftbeziehungen d. gegliederteu Thiere.” 
Arbeit, a. d. zool.-zoot. Imtit. WUrzburg, Vol. in. 1876 — 1877. 


General works on Embryology. 

(257) Allen Thomson. British Association A ddrese^ 1S77. 

(258) A. Agassiz. “Embryology of the Ctenophoree.” Mem. Amer. Acad, of 
Arts and Sciences, Vol. x. 1874. 

(2^9) K. E. von Baer. Ueb. Entwicklungsgeschichte d. Thiere. Konigsberg, 
1825-11837. 

(260) F. M. Balfour. “A Compaii.son of the Early Stages in the Development 
of Vertebrates. ” Quart. Journ. of Micr. ScL, Vol. xv. 1875. 

(261) C. Claus. Die Typenlehre u. E HaeckeVs sg. Gastraa-theorie. Wien, 
1874. 

(262) C. Claus. Gnindziige d. Zoologie. Marburg und Leipzig, 1879. 

(263) A. Dohrn. Der Vrsprung d. Wirbelthiere u. d. Frincip des Functions- 
wecJisels. Leipzig, 1876. 

(264) C. Gegenbaur. Gruudriss d. vergleichenden Anatomie. Leipzig, 1878. 
Vide also Transition. Elements of Comparative Anatomy. Macmillan & Co. 1878. 

(265) A. Gotte. Entwicklungsgeschichte d. Unke. Leipzig, 1874. 

(266) E. Haeckel. Studien z. Gastrcea-theorie, Jena, 1877; and also Jenaische 
Zeitschrift, Vols. viii. and ix. 1874-5. 

(267) E. Haeckel. Schopfnngsgeschichte. Leipzig. Vide also Translation. 
The History of Creation. King & Co., London, 1878. 

(268) E. Haeckel. Antliropogenie. Leipzig. Vide also Translation. Anthro- 
pogeny. Kegan Paul <fc Co., London, 1878. 

(269) B. Hatschek. “ Studien ub. Entwicklungsgeschichte d. Anneliden.** Arbeit, 
a. d. zool. Instit. d. XJniver. Wien. 1878. 

(270) O. and B. Hertwig. “Die Actinien.’* Jenaische Zeiischrift, Vols. xiii. 
and XIV. 1879. 

(271) O. and E. Hertwig. Die Coelomtlworie. Jena, 1881. 

(272) O. Hertwig. Die Chwtognathen. Jena, 1880. 

(273) B. Hertwig. Ueb. d. Baud. Ctenophorem. Jena, 1880. 

(274) T. H. Huxley. The Anatomy of Invertebruted Animals. Churchill, 1877. 
(274*) T. H. Huxley. “On the Classification of the Animal Kingdom.” Quart. 

J. of Micr. Science. Vol. xv. 1875. 

(275) N Kleinenberg. Hydra, cine auatomisch-entwicklunysgeschichte Unter- 
suchung. Leipzig, 1872. 

(276) A. Kdlliker. Entwicklungsgeschichte d. Menschen u. d, hoh. Thiere. 
Leipzig, 1879. 

(277) A. Kowalevsky. “ Embryologisohe Studien an Wiirmern u. Arthropoden.’’ 
M4m. Acad. Petersbourg. Series vii. Vol. xvi. 1871. 

(278) E. B. Lankester. “On the Germinal Layers of the Embryo as the Basis 
of the Genealogical Classification of Animals.” Ann. and Mag. of Nat. Hist. 1873. 

(279) B. B. Lankester. “Notes on Embryology and Classification.” Quart. 
Journ. of 3/tcr. ScL, Vol. xvii. 1877. 

(280) E. Metschnikoff. “Zur Entwicklungsgeschichte d. Kalkschwiimme.” 
Zeit. f. wise. Zool., Vol. xxiv. 1874. 

(281) E. Metschnikoff. “ Spongiologische Studien.” Zeit. f. wise. Zool., Yol. 
xxxn. 1879. 

(282) A. S. P. Packard. Life Histories of Animals, including Man, or Outlines 
of Comparative Embryology, Holt and Co., New York, 1876. 

(283) C. Babl. “ Ueb. d. Entwick. d. Malermuschel.” Jeimisf 
X. 1876. 

(284) C. Eabl. “Ueb. d. Entwioklung. d. Tellerschneke (Planorbis).” Morph. 
Jakrbueh, Vol. v. 1879. 



BIBLIOGRAPHY, xi 

(285) H. Bathkd. Ahhandlungen z, Bildung und Entwicklungsgesch, d, Menschen 
u. d, Thiere, Leipzig, 1833. 

(286) H, Bathke. Ueber die Bildung u, Entmcklungs, d, Flusekreb^es, Leipzig, 
182I9. 

(287) B. Bemak. XJntersnch. Ub, d. Entwick. d. Wirheltliiere, Berlin, 1865. 

(288) Salensky. ** Bemerkungen iib. Haeckels Gastrsea^theorie.” Archiv f, 
Naturgeschichlff 1874. 

(289) E. Schafer. “ Some Teachings of Development. ” Quart, Journ. of Micr, 
Science^ Vol. xx. 1880. 

(290) C. Semper. “Die Vorwandtschaftheziehungen d. gegliederten Thiere.* 
Arbeiten a, d, zooL-zoot, Instil, Wilrzbiirg^ Vol. in. 1876-7. 


Genebal works dealing with the development of the 

ORGANS OP THE ChORDATA. 

(291) K. E. von Baer. Ueber Entwicklangsgeschichte d, Thiere, Kdnigsberg, 
1828—1837. 

(292) F. M. Balfour. A Monograph on the development of Elasmobranch Fishes, 
London, 1878. 

(293) Th. C. W. Bischoff. EntivicMungsgesch. d. Sdugethiere u, d, Memchen, 
Leipzig, 1842. 

(294) C. Oegenbaur. Grnndriss d. vergleichenden Anatomic, Leipzig, 1878. 
Vide also English translation, ElemenU of Comp. Anatomy. Lon Ion, 1878. 

(295) M. Foster and F. M. Balfour, The ElemniU of Embryology, Part I. 
London, 1874. 

(296) Alex. Gotte. EntwicklmgsgeschichU d. IJnke. Leipzig, 1876. 

(297) W. His. Untersuch. iib, d. erste Anlage d, Wirbelthierleibjs, Leipzig, 
1868. 

(298) A. Kolliker. Entwickhinysgeschichte d. Menschen u, der hbheren Thiere, 
Leipzig, 1879. 

(299) H. Bathke. Ahhandlungen ii, Bildung vnd Entwicklungsgcschichte d. Men- 
schen u. d. Thiere. Leipzig, 1888. 

(300) H. Bathke. Entwicklungs. d. Natter. Konigsberg, 1839. 

(301) H. Bathke. Entiricklungs. d. JVirhel thiere. Leipzig, 1861. 

(302) B. Bemak. Untersuchungen Ub. d. Entwickhmg d. Wirbelthiere, Berlin, 
1850-1855. 

(303) S. L. Schenk. Lehrbuch d. vergleich. Emhryologie d. Wirbelthiere. Wien, 
1874. 


Epidermis and its derivatives. 

Genei'al. 

(304) T. H. Huxley. “Tegumentary organs.” Todd’s Cyclopedia of Aimt. and 
Physiol. 

(303) P. Z. Unna. “Histol. u. Entwick. d. Oberhaut.” Archiv f, mih\ Anat, 
Vol. XV. 1876. Vide also Kolliker (No. 298). 

Scales of the Pisces. 

(306) 0. Hertwig. “Ueber Bau u. Entwicklung d. Placoidschuppen u. d. Zahne 
d. Selachier.” Jenaische Zeitschrift, Vol. viii. 1874. 

(307) 0. Hertwig. “Ueber d. Hautskelet d. Fische.” Morphol. Jahrbuchy'Mol, 
II. 1876. (Siluroiden u. AcipenseridaB^ 

(3C8) 0 . Hertwig. “Ueber d. Hautskelet d. Fische (Lepidosteus u. Polypterus).” 
Morph, Jahrbuclh Vol. v. 1879. 


Feathers. 

Th. Studer. Die Entwick, d. Federn. Inaug. Diss. Bern, 1873. 

(310J Th. Studer. “Beitrage z. Entwick. d. Feder,*’ Zeit, f, wise. Zool.^ Yo\, 
XXX. 1878. 



BIBLIOGRAPHY, 


xii 


Sweat-glmds, 

M. S. Banvier. “Sur la structure des glande^ sudoripares.” Compte$ 
Bendiiif Dec. 2y, 1879, 

Mammary glands, 

(312) C. Creighton. “On the devel. of the Mamma and the Mammary function.’ ' 
Jonr. of Anat. and Phys,,, Vol. xi. 1877. 

(313) C. Gegeiibaur. “Bemerkungen Ub, d. Milohdrlisen-Papillen d. Sangc- 
thiere.” Jemische Ztit., Wo\, yii, 1878. 

(314) M. Hubs. “Beitr. z. Entwick. d. Milchdrtiseii b. Menschen u. b. Wieder- 
kauein.” JenaUche Zeit.^ Vol. vir. 1878. 

(315) C. Danger. “Ueber d. Bau u. d. Entwickluiig d. Milchdrii^en.” T)enk. <1, 
k, A kad. llVis*. TFir/i, Vol. iii. 1831. 


The Nervous System. 

Evolution of the Kervons System, 

(3*6) F. M. Balfour. “Adiress to the Department of Anat. and Physiol, of the 
British Associition.” 1880. 

(317) C. Claus. “Studien iib. Polypen u. Quallcn d. Adria. I. Acalephcn, Disco- 
medusen.” l)enk, d, math.-natarwiss. Clause d. k, Akad. Wiss. Wien, Vol. xxxviii. 
1877. * 

(31S) Th. Eimer. Zoolnyhche Studien a, Capri. I. Ueher Beroc ovaim. Ein 
Beiiray z. Amit. d. liippenquaUen. Leij zi^ 1878. 

{319) V. Hensen. “Zur Entwicklung d. Nervensystems.” Virchow's Archw.yol . 
XXX. 18(54. 

(320) 0. and R. Hertwig, Das Nervemmtem u, d. Sinnejsorqanc d. Medmen. 

Leipzig, 1878. 

(.3^0 1^- Hertwig. “Die Actinien anat. u. histol. mit besond. Beriiek- 

sichtigung d. Nerveiimuskelsystem untersuebt.” Jenaische Zeit., Vol. xm. 1879. 

(322) R. Hertwig. “Ueb. d. Bau d. Ctenoplioien.” Jenaische Zeitschriftt\o\. 
XIV. 1880. ^ 

(3^3) . Hubrecht. “The Periidieral Nervous System in Palieo- and Sebizo- 

neniertini, one of the layers of the body-wall.” Quart. J. of Micr. Sconce, Vol. xx. 

1880. j V 

(324) N. Kleinenberg. Hydra, eine aunUmiseh-entwivkhmgsyeschichtliche Un- 
tersiichnny. Leipzig, 1872. 

(325) A. Kowalevsky. “Embryologische Studien an Wilrmern u. Arthropoden.” 
Mem. Acad. Veiershoury, Series vii., Vol. xvi. 1871. 

(326) E. A. Schafer. “Observations on the nervous system of Aurelia aurita.” 
Phil. Trans. 1878. 


Nervous System of the Invertebrata. 

(3^7) ^1- Balfour. “Notes on the development of the Araneina.” Quart. J.of 

Micr. Science, Vol. xx. 1889. 

(328) B. Hatschek. “ Beitr. z. Entwicklung d. Lepidepteren.” Jenaische Zeit- 
schrift, Vol. xi. 1877. 

(329) N. Kleinenberg. “The development of the Earthworm, LumbricusTrape- 
zoides.” Quart. J. of Micr. Science, Vol. xix. 1879. 

(.330) A. Kowalevsky. “Embryologische Studien nn Wtirmern u. Arthro- 
poden.” M4m. Acad. Pdtershoury, Series viii., Vol. xvi U 71. 

, (33O H. Reiclienbach. “Die Embryonalanlage u. c.ste Entwick. d. Fluss- 

krebses.” Zeit. f. wiss. Zool., Vol. xxix. 1877. 


Central Nervous System of the Vertehrata, 

(33^) C. J. Cams. Versuch einer Darstellnny d, Nervemystems, etc, Leipzig, 



BIBLIOGRAPHY. 


xiii 


(333) Clark. ** Researches on the development of the spinal cord in Man, 
Mammalia and Birds.” Fhil. Tram.^ 1862. 

(334) E. X)ursy, “Beitrage zur Entwicklungsgeschichte des Himanhanges.” 
Centmlblatt /. d. med. Wmemehaften^ 1868. Nr. 8. 

(335) E. Dursy. Entwicklungsgeschichte des Kopjes des Memchen und der 

h')heren Wirhelthiere. Tubingen, 18B9. 

{336) A. Ecker. “Zur Entwicklungsgeschichte dcr Furchen und Windungen der 
Grosshim-Hemisphiiren ira Foetus des Menschen.” Archiv f. Anthropologic , v. Ecker 
und Lindenschmidt. Vol. in. 1868. 

(337) E. Ehlers. Epiphyso am Gehirn d. Plagiostomen.” Zcit, f. wiss, 

Zool. Vol. x.ix., suppl. 1878. 

(338) P. Flecli sig. Die Leitungsh thnen im Gehii n und Riickcnmark des Menschen. 
Auf Gnind entu'icklungsgeschichtlicher Untcrsuchungcn , Leipzig, 1876. 

(339) V. Hensen. “Zur Entwicklung des Nervensysiems.” Virchoio^s Archii\ 
Bd. xkx. 1864 

(340) L. Lowe. “Beitrage z. Anat. u. z. Entwick. d. Nervensystems d. Sauge- 
Ihiort* u. d. Menschcn.” Berlin, 1880. 

(341) L. .Lowe. “Beitriige z. verglci3h. Morphogenrsis d. centralen Nerven- 
systcuns d. Wirbelt lucre.” MitihHl, a. d. emhryol. Instit. IHcn, Vol. ii. 1^80. 

(342) A. M. Mai shall. “The Moi-jihology of the Vertebrate Olfactory organ.” 
Quart. J. of Micr. Science, Vol. xix. 1871). 

(343) V. V. Mihalkovics. Entwicklungsgeschichte d. Gehirns. Leipzig, 1877. 
(.344) Miiller. “Uebor Entwicklung und Bau der Hypophysis und des Pro* 

cessus infundibuli cerebri.” Jenaische Zeiischrift. Bd, vi. 1871. 

(345) H. liahl-Ruckhard. “Die gegeiiseitigen Verhaltn'sse d. Chorda, Hypo- 
physis etc. bei Haiftschfunbryonen, nebst Beinerkungen iib. d. Dcutung-d. einzelnen 
Thcile d. Fisehgehirns.” Morphul. Jahrhuch, Vol. vi. 1S80. 

(346) H. Ratlike. “TIeber die Entstehung der glandula pituitaria.” MUUeEs 
Archiv j. Anat. und Physiol., Bd. v. 1838. 

(347) C. B. Reichert. Der Bau des menschlichen Gehirns, Leipzig, 1859 u. 

1861. 

(348) F. Schmidt. “Boitriige zur Entwicklungsgeschichte des Gehirns.” ZeiU 
schrijt f. wiss. Zoologie, 1862. Bd. xi. 

(349) G. Schwalbe. “Beitiag z. Entwick. d. Zwischenhirns.’* Sitz. d. Jenaischen 
Gesell. f. Med. u. Nalurwiss. Jan. 23, 1880. 

(350) Fried. Tiedeinanii. Anatomic und Bildung-igeschichte des Gehirns ini 
Foetus des Menschen. Ndnibcrg, 1816. 


Peripheral Nervous System of the Vertehrata. 

(351) F. M. Balfour. “On the development of the spinal ner\cs in Elasmobrancli 
Fishes.” Philosophical Transactiojis, VoL clxvi. 1876; vide o\^o, A monograph on the 
development of Elasmobranch Fishes. London, 1 >78, pp. 191 — 216. 

(352) W, His. “Uob. d. Anfange d, peripheiischen Nervensystems.” Archiv f, 
Anat. u. Phgsiol., 1879. 

(353) Marshall. “On the early stages of development of the nerves in 
Biris.” Journal of Anat. and Phys., Vol. xr. 1877. 

(354) A. M. Marshall. “The development of the cranial nerves in the Chick.” 
Quart. J. of Micr. Science, Vol. win. 1878. 

(35.5) A. M. Marshall. “The morphology of the vertebrate olfactory organ.” 
Quart. J. of Micr. Science, Vol. xix. 1879. 

(356) A. M. Marshall. “On the head-cavities and associated nerves iu Elasmo- 
branchs.” Quart. J. of Micr. Science, Vol. xxi. 1881. 

(357) C. Schwalbe. “Das Ganglion oculomotorii.” Jenaische Zeiischrift, Vul. 
xui. 1879. 


Sympathetic Nervous System, 

(360) F. M. Balfour, Monograph on the developmeut of Elasmobranch Fishes, 
London, 1878, p. 173. 

(3fii) S. L. Schenk and W. R. Birdsell. “Ueb. d. Lehre von d. Entwicklung d. 
Ganglien d. Sympatheticus.” Mittheil. a. d, embnjologischen Instil. Wien. Heft 111. 
1879. 



xiv niBLlOGRAPUX- 

The Ete. 

Eye of the Mollusca. 

(369) N. Bobretzky. ** Observations on the development of tbe Cephalopoda” 
(Bussian). Nachrichten d. Jcauerlichen QeaelL d. Freunde der Naturwm, Anthropolog, 
FAhmgr, hei d, Universitdt Moskau, 

(363) H. Grenaoher. ** ZurEntwicklungsgeschichte d. Cephalopoden.” Zeit.f, 
wise, Zoohi Bd. xxiv. 1874. 

(364) V. Hensen. “ Ueber d. Auge eiiiiger Cephalopoden.** Zeit. f, wiss. Zool., 
Vol. XV. 1865. 

(365) E. B. Lanke ster. “ Observations on the development of the Cephalopoda.” 
Quart, J, of Micr, Sciencey Vol. xv. 1875. 

(366) C. Semper, tfeher Sehorgane von Typus d, Wirbelthieraugen, Wiesbaden, 
1877. 

Eye of the Arthropoda, 

(367) N. Bobretzky. Development of A stacm and Palaenwn, Kiew, 1S78. 

(368) A. Dohrn. “Untersuchimgen iib. Ban u. Entwicklung d. Arthropoden. 
Paliimrus und Scyllarus.” Zeit, f. tciss, Zool.y Bd. xx. 1870, p. 264 ct seq. 

(369) E. Claparede. “ Morphologle d. zusammengesetzten Auges bei den Ar- 
thropoden.” Zeit.f. icixe. Zool.y Bd. x. 1860. 

(370) H. Grenaoher. Vntersuclmngen iib. d. Sehorgane d. Arthropoden. 
Gottingen, 1879. 

The Vertebrate Eye. 

(371) J. Arnold. Beitrdge zur Entwicklungageschichte dee Auges. Heidelberg, 
1874. 

(372) Babnchin. “Beitriige znr Entwicklungsgeschichte des Auges.” Wiirz- 
burgernatuncUisenschaftUche Zeitschrifty Bd. 8. 

(373) L. Kessler. Zur Entwickhiug d. Auges d. Wirhelthiei'e. Leipzig, 1877. 

(374) N. Lieberkiihn. Ueher das Auge des Wirbelthierembryo.^^ Cassel, 1872. 

(375) N. Liebcrkulin. “Bcitrage z. Anat. d. embryonalen Auges.” Archiv 
f. Amt. und Phys.y 1879. 

(376) L. Lowe. “ Beitriige zur Anatomie des Auges ” and “ Die Histogenese der 
Betina.” Archiv f. mikr. Anat.y Vol. xv. 1H78. 

(377) Mihalkowics. “ Uiitersuchungen iiber den Kamm des Vogelauges.” 
Archiv f. mikr. Anat., Vol. ix. 1873. 

(378) W. Muller. “ Ueber die Stammesentwickelung des Sehorgans der Wir* 
belthiere.” Festgahe Carl Ludwig. Leipzig, 1874. 

(379) Schenk. ‘*Zur Entwickeluugsgeschichte des Auges der Fische.” 
Wiemr Sitzungsberichtey Bd. lv. 1867. 

Accessoi'y organs of the Vertebrate Eye. 

(380) G. Born. “Die Nasenhohlen u. d. Thraneunasengang d. Amphibien.” 
Morphologisches Jahrbuchy Bd. ii. 1876. 

(^8i) G. Born. “D.e Nasenhohlen u. d. Thraneunasengang d. amnioten Wir- 
belthiere. I. Lacertilia, II. Aves.” Morphologisches Jahrbuchy Bd. v. 1879. 

Eye of the Tunicata. 

(582) A. Kowalevsky. “ Weitere Studien iib. d. Entwicklung d. cinfachcn 
Ascidien.” Archiv f. mikr. Anat , Vol. vii. 1871. 

C. Kupffer. “Zur Entwicklung d. einfachen Ascidien.” Ai^hiv f, mikr. 
AnatyVoLvii. 1872. 

Auditory Organs. 

Auditory organs of the Inverteh'ata. 

(384) V. Hensen. “Studien iib. d, Gehororgan d. Decapoden.” Zeit. f, tciss. 
Zool.y Vol. 'XIII. 1863. 

(385) O. and B. Hertwig. Das Nervensystem u. d. Sinnesorgane d. Medusen, 
Leipzig, 1878. 



BIBLIOGRAPHY. 


XV 


Auditory organs of the Vertebrata. 

(586) A. Boettcher. *‘Baa u. Entwicklung d. Scbnecke.” Denkschriften d. 
kauerl. Leop. Carol, A had, d, W meruiUyj/t.f Vol. xxxv. 

(.^87) C. Hasse. Die vergleich, Morpholoyie u, llistologie d, Mutigen Geh&rorgane 
d, Wirbelthiere, Leipzig, 1873. 

(388) V. Henseu. “Zur Morphologie d. Sohnecke.” Zeit, f, wise, Zool,, Vol. 
XIII. 1863. 

(389) E. Huschke. **Ueb. d. erBte Bildiingsgescbichte d. Auges a. Obres beim 
bebriiteten Kiicliiein.” Isis von Oken^ 1831, and Meckel’s ArchiVy Vol. vi. 

(390) Beissuer. De Auris internee formatione, Inaug, Dm, Dorpat, 1851. 


Accessory parts of Vertebrate Ear, 

(391) David Hunt. “A comparative sketch of the development of the ear and 
eye in the Pig.” Transactiona of the International Otological Congressy 1876. 

(392) W. Moldenhauer. “ Zur Entwick. d. mittleren u. iiussereu Ohres.” Mor- 
phot. Jahrhuchy Vol. ni. 1877. 

(.^93) Erhantschitscli. “Ueb. d. erste Anhige d. Mittelohres u. d. Trom- 
melfelles.” Mittheil. a. d, emhnjol, Instit, WieHy Hoft i. 1877. 


Olfaotoey Ougan. 

(394) G. Born. “Die Nasenhohlen u. d. Tliranennasengang d. amnioten Wirbel- 
jhiere.” Parts i. and ii. Morphologisehea Jahrhuchy lid. v., 1879. 

(395) A. Kolliker. “ Ueber die Jacobson’sehen Organe des Menschen.” PesU 
schrift f. RicneckeVy 1877. 

(396) A. M. Marshall. “Morphology of the Vertebrate Olfactory Organ.” 
Quart, Journ. of Micr, Scicncey Vol, xix., 1879. 

Sense-ougans of the latebal line. 

(397) F. M. Balfour, A Monograph on the development of Elasmohranch FisheSy 
pp. ill — 140. London, 1878. 

(398) H. Eisig. “Die Seginentalorgane d. Capitelliden.” Mittheil, a, d, zool. 
Station zu NeapeJ, Vol. i. 1879. 

(399) A. Gdtte. Entwicklungsgeschichte d. Unke. Leipzig, 1875. 

(400) Fr. Leydig. Lehrbuch d. Hiatologie dea Menschen u. d. Thieve, Hamm. 
1857. 

(401) Fr. Leydig. Neue Beitrdge z. anat, Kenntniss d. Ilautdecke u. Ilautainnes- 
organe d, Fische. Halle, 1879. 

(402) F. E. Schulze. “Ueb. d. Sinnesorgane d. Seitenlinic bei Fischen und 
Aniphibien.” Archiv f. ntikr. Anat.y Vol vi. 1870. 

(403) C. Semper, “ Das Urogenitalsystem d. Selachier.” Arbeit, a. d, zool, ~zoot. 
Instit. Wiirzburgy Vol. 11. 

(404) B. Solger. “ Neue Unterauchungen zur Anat. d, Seitenorgane d. Fische. ” 
Archiv /. mikr. Anat.y Vol. xvii. and xviii. 1879 and 1880. 


Okigin of the Skeleton, 

(405) 0. Gegenbaur. “Ueb. primare n. secundiire Knochenbildung mit be- 
sondercr Beziehuug auf d. Lehre von dem Primordialcrauium. ” Jenaiache Zeitachrifty 
Vol. III. 1867. 

(406) O. Her twig. “ Ueber Bau u. Entwicklung d. Placoidschuppen u. d. Zahne 
d. Selachier.” Jenaiache Zeitachrifty Vol. viii. 1874. 

(407) 0. Hertwig. “ Ueb. d! Zahnsystem d. Amphibien u. seine Bedeutung f. d. 
Genese d. Skelets d. Mundhohle.” Archiv /. mikr. Anat., Vol. xi. Supplementheft, 
1874. 

(408) 0. Hertwig. “ Ueber d. Hautskelet d. Fische.” Morphol. Jahrtmchy\o\. 
II. i876. (Biluroiden u. Acipenseriden.) 

( 409 ) O. H ert w i g. “ IJeber d. Hautskelet d. Fische (Lepidosteus u. Polypterus) ” 
Morph. Jdhrbuchy Vol. v. 1879. 



xvi BIBLIOGSAPUY, 

(410) A. K511iker. ** Allgemc ine Beferachtungen iib. die Bntstehnng d. kndcher- 
nea Schadels d. Wirbelthiere.” Berichte v, d, konigl. zoot Amtalt z. Wilrzhurg, 1849. 

(41,1) Fr. Leydig. “ Histologische Bemeikungen iib. d. Polypterus bichir.’* 
Zeit.f, wisH, Zool., Vol. V. 1858. 

(412) H. Muller. “XJeber d. Entwick. d. Kuochensubstanz nebst Bemcrkungen, 
etc.” Zeit.f. ichx, ZooL^ Vol. ix. 1859. 

(4*3) Williamson. “ On the structure and development of the Scales and Bones 
of Fishes.” Phil. Tram,, 1851. 

(414) Vrolik. “Studien iib. d. Verkndchernng u. dio Knochen d. Schadels d. 
Teleofltier.” NiederUiadiacheit Archiv /. Zoologie, Vol. i. 


Notochord and Vertebral Column. 

(415) Cartier. “Beitriige zur Entwlcklungsgeschichte der Wirbclsaule.” Zeit- 
schrift fiir tons, ZooL, Bd. xxv. Suppl. lt.75. 

(4r6) C. Gegenbaur. Untersuchungen zur vergleicheuden Anatoinie der Wirhel- 
Sfiule der Amphihien und Iteptilieu. Leipzig, 1862. 

(417) C. Gegenbaur. “ Ueber die Entwickelung der Wirbelsiiule des Lepidosteus 
mit vergleichend anatomischen Beniorkungen.” Jenaiachc ZeitscJ.rift, Bd. iii. 1863. 

(418) C. Gegenbaur. “ Ueb. d. Skeletgcwebe d. Cyclostomen.” Jenaische Zeit- 
Echrift, Vol. V. 1870. 

(419) Al. Gotte. “Beitriige zur vergleich. Morphol. des Skeletsystems d. 

Wirbelthiere.” 11. “ Die Wiibclsaule u. ihre Anbiinge.” Aichiv f. mikr. Aunt., \ol. 

XV. 1878 (Cyclostomen, Gaiioiden, Plagiostomen, Ciiimaera), and Vol. xvi. 1879 
(Teleostier). 

(420) Hasse und Schwarck. “Htudien zur vergleicheuden Anatomic der Wir- 
belsiiule u. s. w.” Hasse, AmUmiache Stvdieii, 1872. 

(421) 0. Hasso Dus luitiirliehe Sgatem d, Elasmohrauchier auf Grundlage d. 
Ban, u. d, Entwick. Hirer Wirhehmde. Jena, 1879. 

(423) A. Kdlliker, “ CJeber die Beziehungcn der Chorda dorsalis zur B’.ldnng 
der Wiibel der Selach’er und einiger anderen Fische.” VerhandLuugen der phijitical, 
medicin. Oeselhchaft in Wiiizhurg, Bd. x. 

(423) A. Kdlliker. “Weitere Beobachtungen iibcr die Wirbel der Sclachier 
insbesondere fiber die Wirbel der I.aranoidei.” Abhandliuujen der senkenbergischen 
naturforschendeii Geseilschaft in Frankfurt, Bd. v. 

(424) H. Ijeboucq. “Eecherches s. 1. mode de disparition de la corde do'rsale 
ehez les vortebres supeiieiirs.” Archiven de Biologic, Vol. i. 1880. 

(425) Fr. Leydig. Anatomisch-hUtologische Vntersiichungen iiber Fische und Itep- 
tilien, Berlin, 1853. 

(426) Aug. Miiller. “Beobachtungen zur vergleichenden Anatomic der Wir- 
belsaule.” Muller’s Archie, 1853. 

(427) J. Miiller. “ Vcrgleicliende Anatoinie der Myxinoiden u. der Cyklostomen 
mit durcbbohrtera Gaumeii, I. Osteologie und Myologiu.” Ahhandlungen der kbnig- 
Uchen Akademie der W iseenschaften zn Berlin, 1834. 

(428) W. Miiller. “ Bejbachtungen des pntholoT’schen lustituts zu Jena, I. 
Ueber den Ban der Chorda dorsilis.” Jenaiache ZeiUclnift, Bd. vi. 1871. 

(429) A. Schneider. Beitrdge z, vcrgleich, Anat, u, Entwick, d, Wirhclthiere, 
Berlin, 1879. 


Kids and Sternum. 

(430) C. Claus. “Beitiage z. vergleich. Ostfeol. d. Vertebraten. I. Bippcn u. 
iintcres Bogensystem.” SHz. d, kuiserl, Akad, Wisn. Wien, Vol. lxxiv. 1876. 

(431) A. E. Fick. Zur EutwicklungsgcscLichte d. liiiipen und Querfoitsatze.” 
Archiv f, Jwat. und Phguiol, 1879. 

(432) C. Gegenbaur. “ Zur Entwick. d. Wiibelsaule des Lepidosteus mit vergleich. 
anat. Bemerk.” Jenaische Zeit., Vol. i.i. 1867. 

(433) A. Gotte. “Beitrage z. vergUich. Morphol. d. Skeletsystems d. Wirbel- 
bhiere Brustbtin u. Schultergurtel.” Archiv f, mikr, Anut,, Vol. xiv. 1877. 

{434) 0. Hasse u. G. Born. “Bemerkungen iib. d. Morphologic d. Bippen.” 
Zoolog iacher Anzeiger, 1879. / 

(435) C. K. Hoffmann. “ Beitrage z. vcrgl. Anat. d. Wirbelthiere. ’* Nicderldnd, 
Archiv Z 00 I,, Vol. iv. 1878. 



BIBLIOGRAPHY, 


xvii 


(43<5) W. K. Parker. “A monograph on the structure and development of the 
shouider-girdle and sternum.*' Ray Sot. 1867. ’ 

(437) H. Bathke. Ueb, d. Baun, d. Entifneicluny d. Brmtheim d. Saurier. 1853. 

(438) G. Buge. “ Untersuch. iib. Entwick. am Brustbeine d. Menschen,” Afdr- 
vhol. Jahrbuch.j Vol. vi. 1880. 


The Skull. 

(439) A. Dug^s. ^^Becherches sur rOst6ologie et la myologie des Batraciens 
d leur diff^rents dges.” Paris, Mem. savam Strang. 1835, and An. Set. Nat. 7ol. 
I. 1834. 

(440) C. Gegenbaur. Untersuchungen z. vergleich. Anat. d. Wirhelthiercy in. 
Heft. Dos Kopfskelet d. Selachier. Leipzig, 1872. 

(441) Gunther. Beob. iib. die Entwick. d. Gehiworgaw. Leipzig, 1842. 

(442) O. Hertwig. “Ueb. d. Zahnsystem d. Amphibien ii. seine Bedcutung f. 
d. Genese d. Skelets d. Mundhohle.” Arehivf. mikr. Anat.^ Vol. xr. 1874, suppl. 

(443) T. H. Huxley. “On the theory of the vertebrate skull.” Proc. Royal 
Soc., Vol. IX. 1858. 

(444) T. H. Huxley. The Elements of Comparatioe Anatomy^ London, 1869. 

(445) T. H. Huxley. “On the Malleus and Incus.” Proc. Zook Soc., 1869. 

(446) T. H. Huxley, “On Ceratodua Forsteri.” Proc, Zool. Soc.^ 1876. 

(447) T. H. Huxley. “ The nature of the craniofacial apparatus of Petromyzon.” 
Jouni. of Anat. and Phys.^ Vol. x. 1876. 

(448) T. H. Huxley. The Anatomy of Vertebra ted Animals. London, 1871. 

(449) W. K. Parker. “On the structure and development of the skull of the 
Common Fowl (Gallus Domesticus).” Phil. Trans.^ 1869. 

(450) W. K. Parker. “On the structure and development of the skull of the 
Common Frog (Kana ternporaria).” Phil. Trane., 1871. 

(+5O W. K. Parker. “On the structure and development of the skull in the 
Salmon (Salmo salar).” Bakerian Lecture, Phil. Trans., 1873. 

(452) W. K. Parker. “On the structure and development of the skull in the 
Pig (Sus serofa).” Phil. Tram., 1874 

(453) W. K. Parker. “On the structure and development of the skull in the 
Batrochia.” Part 11. Phil. Tram., 1876. 

(454^ W. K. Parker. “On the structure and development of the skull in 
the Urodeloufl Amphibia.” Part in. Phil. Trans., 1877. 

(455) W. K. Parker. “On the structure and development of the skull in tho 
Common Snake (Tropidonotus natrix).” Phil, Trans., 1878. 

(456) W. K. Parker. “ On the structure and development of the skull in Sharks 
and Skates.” Trans. Zoolog. Sac,, 1878. Vol. x. pt. iv. 

(457) W. K. Parker. “On the structure and development of the skull in the 
Lacertilia.” Pt. i. Lacerta agilis, L. viridis and Zootoca vivipara. Phil. Trans., 1879. 

(458) W. K. Parker. “The development of the Green Turtle.” The Zoolagy 
of the Voyane of H.M.S. Challenger. Vol. i. pt. v. 

(450) W. K. Parker. “The structure and development of the skull in the 
Batracliia.” Pt. iii. Phil. Trans., 1880. 

(460) W, K. Parker and G. T. Bettany. The Morphology of the Skull. London, 
1877. 

(460*) H. Bathke. Entioick. d. Natter. Konigsberg, 1839. 

(461) C. B. Bcichcrt. “ Ueber die Visceralbogen d. Wirbelthiere.” Muller's 
Archiv, 1837. 

(462) W. Salensky. “ Beitragc z. Entwick. d. knorpeligen Gehorknikhelchen,” 
Morphol. Jahrbuch, Vol. vi. 1880. 

Vide also Kidliker (No. 208), especially for the human and mammalian skull; Gbtte 
(No. 295). 


The Pkctobat. Girdle. 

(463) Bruch. “Ueber die Entwicklung dcr Clavicula und die Farbo des Blutes.” 
Zeit. /. toiss. Zool., iv. 1853. 

(464) A. Dugds. “Becherohos sur Post5ologie ct la myologie des Batraciens h 
leurs difforens ages.” MStnoi/es d*.’8 savants Strang, AcadSmie royal e des sciences de 
Vinstitut de France, Vol. vi. 1835. 


B. E. II. 


C 



BIBUOmAPHY. 


xviii 

(465) C» Gegenbanr. Untersuehungen zur vergUichenden Amtomie der Wirhel- 
thieref 2 Heft. SckaUergUrtel der Wirbelthiere, Brmtflom der Fieche, Leipzig, 1865, 

(466) A. G5tte. **Beitrage z. vergleich. Morphol. d. Skeletsystems d. Wirbel- 
tluere; Bntfitbien u. Sdbultergttrtel. Archivf, mikr. Amt Vol. xiv. 1877. 

(467) 0, K. Hoffmann. ** BeitrSge z. vergleichenden Anatomie d. Wirbelthiere.” 
Niederldndieches Archivf, ZooL, Vol. v. 1879. 

(468) W. K; Parker. “A Monograph on the Structure and Development of the 
Shoulder-girdle and Sternum in the Vertebrata.” Ray Society j 1868. 

(469) H. Bathke. Uebet die Entwicklung der Schildkrbten. Braunschweig, 1848. 

(470) H. Bathke. Ueber den Bau und die Enimckhing dee B^nistbeins der Saurier^ 
1853. 

(471) A. Sabatier. Comparahon dee ceintures et dee memhres antSrieura et pos- 
tiriewre d, la Sirie d, Vertihrie, Montpellier, 1880. 

(477) Georg ’Swiraki. Untersuch, iib. d. Entwick, d. SchuUergilrteh u. d. 
SkeUte d, Brastftosee d. Hechts, Inaug. Dies. Dorpat, 1880. 


The Pelvic Girdle. 

(473) A. Bunge. Untermch, z. Entwick. d. Beckengiirteh d. Aniphihien^ Reptilien 
u. Vbget Imtig. Dies, Dorpat, 1880. 

{474) 0. Gegenbaur. “Ueber d. Ausschluss des Schambeins von d. Pfanne 
d. Huftgelenkes.’* Morph. Jahrhuch, Vol. 11. 1876. 

’ (475) Th. H. Huxley. “The charactets of the Pelvis in Mammalia, etc.” Proc. 
of Hoy. Soc.f Vol. xxvni. 1879. 

(476) A. Sabatier. Comparaison des ceintures et des memhres anUrieurs et 
postineurs dans la Sirie d. Vertibris. Montpellier, 1880. 


Skeleton ob' the Limbs. 

(477) M. V. David off. “Beitrage z. vergleich. Anat. d. hinteren Gliedmaassen d. 
Fisene I.” Morphol. Jahrbttch, Vol. v. 1879. 

(478) 0. Gegenbaur. Untersuchungen z. vergleich. Anat. d. Wirhclthiere. Leip- 
zig, 1864 — 5. Brstes Heft. Carpus u. Tarsus. Zweites Heft. Brustflosse d. Fisclie. 

(479) 0, Gegenbaur. “Ueb. d. Skelet d. Gliedmaassen d. Wirbelthiere im All- 
gemeinen u. d. Hintergliedmaassen d. Selachier insbesondere.” Jenaische Zeitschrift 
Vol. V. 1870. 

480) C. Gegenbaur. “ Ueb. d. Archipterygium.” Jenaisclie Zeitschrift, Vol. vii. 
1873. 

(481) C. Gegenbaur. “Zur Morphologic d. Gliedmaassen d. Wirbelthiere.” 
Morphologisches Jahrhuch, Vol. ii. 187 6. 

(482) A,, Gotte. Ueb. Entwick. u. Regeneration d. Gliedmaassenskelets d. Molche. 
Leipzig, 1879. 

(483) T. H, Huxley. “On Ceratodus Forsteri, with some observations on the 
classifioation of Fishes.” Proc, Zool. Soc. 1876. 

(484) St George Mivart. “On the Fins of Elasmobranchii.” Zoological 
Trans., Vol. x. 

(483) A. Bosenberg. “ Ueb. d. Entwick. d. Extremitaten-Skelets bei einigen d. 
Beduction ihrer Gliedmaassen charakterisirten Wirbelthiere.” Zeit.f. wiss. Zool., Vol. 
xxiix. 1873. 

(486) E. Bosenberg. “Ueb. d. Entwick. d. Wirbelsaule u. d, centrale carpi d. 
Menschen.” Morphologisches Jahrbuch, Vol. i. 1875. 

(487) H. Strasser. “Z. Entwick. d. Extremitatenknorpel bei Salamandeni u. 
Tritonen,” Morphologisches Jahrbuch, Vol. v. 1879. 

(488) G. ’Swirski. Untersueh. iib. d. Entwick. d. Schultergilrtels u. d. Skelets d, 
Brustflosse d, Heehts, Inaug. Diss. Dorpat, 1880. 

(489) J. K. Thacker. “ Median and paired fins. A contribution to the history 
of the Vertebrate limbs.” Trans, of the Connesticut Acad., Vol. iii. 1877. 

(490) «r. JK. Thacker; “Ventral fins of Ganoids.” Trans, of the Connecticut 
Acad,, Vol. IV. 1877. 



^JBZWGMPHr 


xik 


Jt^LEURAL AND PERICARDIAL CAVITIES. 

(491) M. Cadiat. **Du d^veloppement de la partie o^phalothoraeiqtie dePem- 
bryon, de la formation du diaphragme, des pleures, da pdrioarde, du pharynx et de 
roBsophage.*’ Jour ml de VAmtomie etde la Physiologies Vol. xiv. 1878. 


Vascular System. 


The Heart 

(492) A. C. Bernaya. **Entwioklangsgeschiclite d. Atrioventricularklappeu.’* 
Morphol. Jahrbuch, Vol. ii. 1876. 

(493) E. Gasser. “Ueber d. Entstehung d. Herzens beim Huhn.** Archiv f„ 
mikr. Anat.^ Vcl. xiv. 

(494) A. Thomson. '*On the development of the vascular system of the foetus 
of Vertebrated Animals.” Edinh. Neuj Phil, Journal^ Vol. ix. 1830 and 1831. 

• (495) M. Tonge. “ Observations on the development of the semilunar valves 
of the aorta and pulmonary artery of the heart of the Chick.” Phil, Trans, clix. 1869. 

Vide also Von Baer (291), Rathke (300), Hensen (182), Kolliker (298), Gotte (296), 
and Balfour (292). 


The Arterial System. 

(496) H. Rathke. **Ueb. d. Entwick. d. Arterieu w. bei d. Saugethiero von d. 
Bogen d. Aorta ausgehen.” Muller’s Archive 1843. 

(497) H. Rathke. “ Untersuchungen iib. d. Aortenwurzeln d. Saurior.” Venlc- 
schrifteii d. h, Akad, WieUf Vol. xiii. 1867. 

Vide also His (No. 232) and general works on Vertebrate Embiyology. 


The Venous System, 

(498) J. Marshall. “On the development of the great anterior veins,” Phil, 
Tram., 1859. 

(499) H. Rathke. “Ueb. d. Bildung d. Pfortadcr u. d. Lebervenon b. Sauge- 
thieren.” MeckeVs Archive 1830. 

(500) H. Rathke. “Ueb. d. Bau u. d. Entwick. d. Venensystems d. Wirbel- 
thiere.” Bericht, iib. d, naturh. Seminar, d, Univ. Kiinigsberg, 1838. 

Vide also Von Baer (No. 291), GOtte (No. 296), Kolliker (No. 298), and Rathke (Nos. 
^99> 3oo> 301). 


The Spleen, 


(50O 

(soa) 
Vol. LYI. 


V7. Muller. “The Spleen.” StrickePs Histology. 

Peremesohko. “Ueb. d. Entwick. d. Milz.” Sitg. d, Wien, Akad. Wiss., 
1867. 


The Suprarenal Bodies. 

(503) M. Braun. “ Ban u. Entwick. d. Kebennieren bei Reptilien.” Arbeit, a. 
d. xool.-zoot. Institut Wurzburg^ Vol, v. 1879. 

(504) A. V. Brunn. “Ein Beitrag z. Kenntniss d, feinern Baues u. d. Entwick, 
d. Nebennieren.” Archivf, mikr, Anat.f Vol. viii. 1872, 

(505) Er. Leydig. Untersuch. iib, Fisehe w, Reptilien. Berlin, 1863. 

(506) Fr, Leydig. Rochen u. Haie. Leipzig, 1862. 

Vide also P. M. Balfour (No. 292), Kdlliker (No. 298), Remak (No. 302), etc. 



XX 


BIBLIOGRAPUY. 


The Mdscular System of the Vertebrata. 

(507) G. M. Humphry. “Muscles in Vertebrate Animals.** Joum, of Anat» and 
Phys., Vol. VI. 1872. 

(508) J, Miiller. “ Vergleichencle Anatomie d. Myxinoiden.** Parti. Osteologic 
u. Myologie.** Akad. jr/sa., Berlin, 1834. 

(509) A. M. Marshall. “On the head cavities and associated nerves of Elasmo- 
branchs.’* QmH, J, of Micr. Science, Vol. xxr. 1881. 

(510) A. Schneider. “Anat. u. Entwick. d. Muskelsystems d. Wirbelthiere.” 
Sitz. d. Oberhesaischen GeaeUscJutft, 1873. 

(511) A. Schneider. Jbcitraye z. vergleich. Anat. u. Entwick, d. Wirbelthiere. 
Berlin, 1873. 

Vide ajso Gotto (No. 296), Kolliker (No. 298), Balfour (No. -292), Huxley, etc. 

Excretory Organs. 

INVERTEHUATA. 

(512) H. Eisig. “Dio Segmeutalorgaue d. Capitellidcn. ** Mitth. a, d. zod. 
Stat. z. Neapel, Vol. i. 1873. 

(s;iD J. Eraipont^ “llechorchcs s. Pappareil excrcteur des Trematodcs et d. 
Cestoides.” Archives de lliohiyie^ Vol. i. 1880. 

(514) B. Hatschek. “Stiidien Ub. Entwick. d. Aunelidcii.” Arbeit, a. d. zooi. 
Instit. Wien, Vol. i. 1878. 

(515) B. Hatschek. “Uicber Entwick. von Eehiunis,’* etc. Arbeit, a. d. zool. 
Instit. Wien, Vol. in. 1880. 


VEllTEBllATA. 

GeiteraL 

(516) F. M. Balfour. “On the origin and history of the urinogoiiital organs of 
Vertebiates.** Journal of Anat. and Vhys., Vol. x. 1870. 

(517) Max. Fiirbringerh “Znr v<!rgloichciideu Aiiat. u. Entwick. d. Excretion s- 
orgaiie d. Vertebraten.” Morffhol, Jahrbuch, Vol. iv. 1878. 

(51S) H. Meckel. Zur Moridtol. d. Horn- u. Geschlechtsicerkz. d^ Wirbelthiere, 
etc. Halle, 1848. 

(519) .Toll. Muller. BUdungsgeschichte d. (tcnitaUen, etc. Diissehlorf, 1830. 

(520) H. liathko. “Beobuchtmigeii u. Betiaclituirgen u. d. Entwickhmg d. 
Geschlcchtswcikzeuge bei deu Wirbelthicicn.” N. Sehriften d. miluvf. Gesell. in 
Dantziy, Bd. i. 1825. 

(s;2i) C. Semper^. “Dus Urogenitatsystem d. Plagiostomen u. seine Bedeutung 
f. d. librigeii Wiiheltln’ere.*’ Arb. a. d. zool.-zoot. Instit. Wiirzburgv Vol. n. 1875. 

(522.) W. Waldeyerk Eierdock a. Ei. Leipzig, 1870. 

Elasmohva n chii, 

(523) A. Schultz. “Zur Entwick. d. Selachiereios.’* Archiv f.. yiikr. Anat., 
Vol. XI. 1875. 

Vide akjo Semper (Nov 521) and Balfour (No. 292.). 

Cyclostomata. 

(524) J. M tiller. “Untorsuchnngeu ». d. Kingeweide d. Fisclie.’*^ Abh. d. k, 
Ak. Wise. Berlin, 1815. 

(.5^5) W. Muller. “Ueber d. Persistenz d. Urniere b. Myxine glutinosa.’* 
Jenaische Zeitschrift, Vol. vii. 1873. 

(526) W. M iiller. “Ueber d. Urogeiiitalsysteni d. Ampbioxus u. d. Cyclostomen.’* 
Jenaische Zeitschrift, Vol. ix. 1875, 

1 The papers of Fttrbriuger, Semper and Waldeyer contain fall references to the 
liteiature of the Vertebrate excretory organs,. 



BIBLIOGRAPHY. 


XKl 

(527) A, Schneider. Beitrdge z. rergleich. Anat, u. Eniwich. d. Wirbeltkiere. 

Berlin, 1879. 

(528) W. B. Scott. **Beitrage z. Entwick. d. Petromyzonten.** Morphol. 
Jahrhiich, Vol. vn. 1881. 

Teleostei. 

(329) J. Hyrtl. “Das uropoetische System d. Knochenfische.’* Denhschr. d. k. 
k. Akad, Wiss. fVien, Vol. 11. 1850. 

(530) A. Kosenberg. Unterstichungen iib. die Entwicklung d. Teleostierniere. 
Dorpat, lb 67 . 

Vide also Oellacher (No. 72). 

Amphibia. 

(531) F. H. Bidder. Vergleicherid-anatomische u. histologuche Untersuchungen ii. 
die minnlichen Geschlechts- und llartiwerkzeuge d. nackten Amphihien. Dorpat, 1846. 

(532) D. Duvernoy. “Fragments s. les Orgaiies genito-urinaires des Reptiles,’’ 
etc. Mem. Acad, Sciencen. Paris. Vol. xi. 1851, pp. 17 — 95. 

(533) M. Fiirbringer. Xnr Enttvicklung d. Amphibiennicre. Heidelberg, 1877. 

(534) Deydig. Anatomie d. Amphihien u. lleptilien. Berlin, 1853. 

(535) I-ieydig. Lehrhitch d. llutologie. Hamm, 1857. 

(536) F. Meyer. “Anat. d. Urogenitalsy stems d. Solachier u. Ampliibieu.” Sitz. 
d. iiaturfor. GeaelUch. Leipzig, 1875. 

(537) W. Kpengel. “Das Urogenitalsystem d. Amphibien.” Arb, a. d. zool.- 
zoot. Inatit. Wiirzhurg. Vol. in. 1876. 

(538) Von Witticb. “llarn- n. Gesclilechtswerkzcuge d. Amphibien.” Zeit.f. 
wise. Zool.f Vol. iv. 

Vide also Gotte (No. 296),. 

Amniota. 

(539) F. M. Balfour and A. Sedgwick. “On the existence of a head-kidney in 
the embryo Chick, etc. Quart. J. of Micr. Hcknce^ Vol. xix. 1878. 

(540) Banks. On the Woljfian bodies of tfic fvkm and their remains in the adult. 
Edinburgh, 1864. 

(,^41) Th. Bornhaupt. Untersuchungen iih. die Entwicklung d. IJ rogenitalsystetm 
biim iliihnchen. Inaug^Diss. Riga, 1867. 

(542) Max Braun. “ Das Urogenitalsystem d. einlieimischenReptilieu.” Arbeiten 
a. d. zool.-zoot. fnstit. Wiirzhnrg. Vol. iv. 1877. 

(543) J. Daiisky u. J. Kostenitsch. “Ueb. d. Entwick. d. Keimbliitter u. d. 
Wolff’sehen Ganges im Huhnerei.” Mem. Acad. Imp. reterslM)urg,. vir. Series, Vol. 
xxvii. 1880. 

(544) Th. Egli. Beitrdge zur Anat. und Entwick. d. Geschlechtsorgnne. Inaug. 
Diss. Zurich, 1876. 

(545) E. Gasser. Beitrdge zur Entwicklungsgeschichte d. Allantois, der Muller'- 
schen Gauge u. des A fter.^. Frankfurt, 1874. 

(546) E. (Passer. “Beoh iib. d. Entstehung d. Wolff’schen Ganges bei Em- 
bryonen von Huhnern u. Gansen.” Arch, fur mikr. Anat., VoL xiv. 1877. 

(547) E. Gasser. “Beitrage z. Entwicklung d. Urogeiiitiilsystems d. Hiilmer- 
embryonen ” Sitz. d. Gesell, zur Befdrderung d. gesam. Natunviss. Marburg, 1879. 

(548) C. Kupffer. “ Untersuchung liber die Entwicklung des Harn- und Gc- 
Bchlechtssystems.” Arr.hiv fiir mikr. Anat., Vol. ii. 1866. 

(549) A. Sedgwick. “Development of the kidney in its relation to the Wolffian 
body in the Chick.” Quart. J. of Micros. Science, Vol. xx. 1880. 

(550) A. Sedgwick. “On the development of the structure known as the glome-s 
rulus of the head-lddney in the Chick.” Quart. J. of Micros. Science, Vol. xx. i8.b0. 

(551) A. Sedgwick. “Early development of the Wolffian duct and anterior 
Wolffian tubules in the Chick; with some remarks on the vertebrate excretory system.” 
Qiuirt. J. of Micros. Science, Vol. xxi. 1881. 

(552) M. Watson. “The homology of the sexual organs, illustrated by com- 
parative anatomy and pathology.” Journal of Anat. and Bhys., Vol. xiv. 1879. 

(553) E. H. Weber. Zusdtze z. Lehre von Bauc u. d. Verrichtungen d. Ge- 
schlechtsorganc. Leipzig, 1846. 

Vide also Remak (No. 302), Foster and Balfour (No. 295), His (No. 297), Kolliker 
(No. 298). 



xxii 


BrBLIOGRAMIJ 


GENEKATIVK UliU Ar«il!5. 

(554) 0, Ba^lbiftni. Si, la gMration detf Pati^, 1879. 

(55,*>) S'- M. Balfour. “On the stmeture and development of the Vertebrate 
ovary.” QuarU J» of Micr. Science, Vol. xviu. 

(556) E. van Boneden. “ De la distinetion originelle du teoticule et de Tovaire, 
ete.” Bull. Ac. toy. belgique, Vol. xxxvii, 1874. 

(557) N. Kleinenberg. “Ueb. d. Entstehung d. Eier b. Endendrium.” Zeit.f. 
wise. Zool.f Vol. xxxY. 1881. 

(558) H. Ludwig. “Ueb. d, Eibildung im Thcirreiche.” Arbeit, a, d. zool.-zoot. 
Inslit. Wiirzhurff^ Vol. i. 1874. 

(559) Semper. “Das Urogenitalsystem d. Plagiostomen, etc.” Arbeit, a. d. 
zool.-zoot. Instil. Wurzburg, Vol. ii. 1875. 

(560) A. Weismann. “Zur Frago nach dem Ursprung d. Gcschleohtszollen bd 
den Hydroiden.” Zool. Anzeiger, No. 55, 1880. 

Vide also 0. and B. Hertwig (No. 271), KoUiker (No. 298), etc. 


Alimentary Canal and its Appendages. 

{^ 6 t) B, Afanassiew. “Ueber Bau u. EntwicMung d. Thymus d. Saugeth.” 
Arehiv f.mikr.Anat. Bd. xiv. 1877. 

^562) Fr. Boll. Dns Princip d. Wachsthums. Berliu, 1876. 

( 563) E . O tt s 8 e r. “ Die E ntstehung d. Cloakeuoffnung bei Hulmerombryoncn. ’ ’ 
Arehiv f, Anat. u. Physiol., A not. Abth. 1880. 

(564) A. Gotte. BeitrdgezurEntwicklungsgeschichted.Dannkanalsimnuhnchen. 
1867. 

(565) W. Muller. “Uebor die Entwickelung der Hcliilddriise. ” Jemische EeiU 
echrift, Vol. vi. 1871. 

(5 6 ) W. Muller. “Die Hypobranchialiinne d. Tunicaten.” Jenaische Zeit* 
schrift, Vol. vil. 1872, 

(567) S. L. Schenk. “Die BauchspeioheldrUse d. Embryo.” Anatom isch-])hy- 
sioloyische Untersuchungen. 1872. 

(568) E. Seleuka. “Beitiag zur Entwicklungsgeschichto d. Luftsacko d. Hulma,” 
Zeit. f. wiss. Zool. 1866. 

(569) L. Stieda. Untersuch, hh. d, Entwick. d. Olandula Thymus, Olandula 
thyroidea, u. Olandnta carotica. Leipzig, 1881. 

{570) C. Fr. Wolff. “De foiinationo intestioorum.” Nov. Comment. Akad. 
Petrop. 1766. 

(■^71) A. Wolfler. Ueb. d. Enticick. n. d. Bau d. Hchilddriise. Berlin, 1880. 
Vide also Kolliker (298), Gdtte (296), Ilis (232 and 297), Foster and Balfour (295), 
Balfour (292), Beiuak (302), Schenk (303), etc. 


Teeth. 

(572) T. H. Huxley. “On the enamel and dentine of teeth.” Quart. J. of 
Micros. Science, Vol. ni. 1855, 

(573) B. Owen. Odontography. London, 1840 — 1845. 

(574) Ch. S. Tomes. Manual of dental anatomy, human and comparative. Ijondon, 
1876. 

(575) ^h. S. Tomes. “On the development of teeth.” Quart. J. of Micros. 
Science, Vol. xvi. 1876. 

(576) W. Waldeyer. “Structure and development of teeth.” Stricker^s 11 is- 
tology. 1870. 

Vide also Kolliker (298), Gegenbaur {294), Hertwig (306), etc. 


CAMUKXDGK ; BY €« 9 . CLAY, AI.A*, AY YHB OKIYBESITY 







